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IIpeaucioBue

B XX-XXI BB. B KM3HM YesloBeyecTBa HACTYIWJN HOBble BpeMeHa: Mbl
skuBeM B a1oxy Anrtpomnornena (Crutzen et al., 2000; Zalasiewicz et al., 2010;
Steffen et al., 2011), korza TexHoIOrnYeCKIe BO3MOKHOCTU Y€JIOBEYECTBA CTa-
JIN COIOCTaBUMBI ¢ BO3MOKHOCTsIMU buocdepnr. Hekotopeie uccienosaresn
[peAnoaraloT npudanKere 6-ro ria00aJbHOTO OMOLEHOTUYECKOI0 KPUBHCA,
CITPOBOIIMPOBAHHOIO COYETAHUEM KJTMMATOTEHHBIX ¥ AaHTPOIIOTEHHBIX (DAKTOPOB.
B ucropuu 3emiin XOpOIIO M3BECTHBI IIPUMEPBI TI00aNbHBIX U PErMOHAIbHBIX
OUOLIEHOTUYECKUX KPU3UCOB U WX dKoJormdeckue mocienctsus (Raup, Sep-
koski, 1984; Kauffman, 1989; Payruan, Kepuxun. 1997; Kepuxun, 2003; Ci-
ampaglio, 2004; Moyne, Neige, 2007). IToaroMy ceroaHst u B OmKaiIme rost
Ha TEPBbIN MJTaH HeN30eKHO BBIXOAUT 9KOJIOTHUECKUN MMITEPATHB, CBSI3aHHBIN
¢ pobIeMOil BIKMBAHUS YEJIOBEUECTBA B OBICTPO M3MEHSIIOIIUXCS YCIOBHUSX.
IT0 TpebyeT 0T MUPOBOI HAYKU CBOEBPEMEHHOI U a/leKBaTHOW JMBepCU(pUKa-
1Y KOMILJIEKCA TPAAUIIMOHHBIX HKOJOTUIECKUX HAYYHBIX HAIIPABJICHUIA, 0CO3-
HaHWA UX B3AMMHBIX CBS3€l U IO BUBIINXCSA HOBBIX BodMoskHocTeit (Sutherland
et al., 2013; Whatson et al., 2016).

Ha 6aze panee cchopmupoBasimxcst B XX B. HAyYHbIX HAarpaBJeHuil Guo-
JIoTUN B TiepBbie pecsituiieTusi XXI B. BO3HUK Beep HOBBIX HAYUHBIX UCITH-
minH. Cpenn HUX JTUAUPYIOT MHOTOYUCJIEHHbIE MOJIEKYJISIPHbIE HAITPABJIEHUS
— «-OMUKN» (IIPOTEOMMKA, TPAHCKPUIITOMUKA, HyKJeoMuKa, heromuka (Bilder
et al.,, 2009) u ap.), KOTOpPBIE IIOCTENIEHHO IPUOOPETAIOT HOBbIE HKOJIOTUYECKIE
opuentupsl (Houle et al.,, 2010). Hapsaay ¢ 9KoJ0rnueckoii TeHeTUKON yTBep-
JIUJIACh U MOJIEKYJISIpHAsT AKoJorus. TlosiBisieTcs: MOHMMaHWe TOTO, YTO MoJie-
KyJIsIpHAsI TeHETHKA MOKET 00BACHUTH MHOTOE, HO Jajieko He Bee. Oco0yIo PoJib
B (hOPMUPOBAHUU HOBOI IKOJIOTMUECKON KAPTHHBI MUPA TeNePb UTPAIOT IIU-
TeHOMWKA W PAa3BUBAIONIASICS B MOCJEIHEE BPEMST 9KOJIOTHUECKAs AMUTEHETHKA
(Jablonka, Lamb, 2010; Bonduriansky, 2012; Bonduriansky et al., 2012; Ledon-
Rettig, 2013; Duncan et al., 2014; Burggren, 2016), KoTOpbie TPUHIIUTHAIBHO
BayKHBI JIJIST TIOHUMAHUST MEXaHU3MOB OBICTPBIX 9BOJIIOIINOHHO-3KOJIOTUIECKUX
U3MeHEeHUI OMOTHI U UMEHHO Os1arojapst 9TUM 00JIaCTSIM HayKU BO MHOIOM Iiepe-
CMaTPUBAIOTCSI OCHOBBI TPAJAMIIHOHHBIX [TPEACTABIEHUI B 061aCTH 9BOIIOIINOH-
HOI TeOpuH.

MHorwue rcce10BaTesn MoaaraioT, 4TO HAPSIAY ¢ HOBBIMU MOJIEKYJISIPHO-Te-
HeTHYeCKNMM HalpaBIeHUsIMU yike K cepeinHe X X1 B. leHTpasibHOe TOoJI0KeH e
B OMOJIOrH 3aliMeT SBOIIOIMOHHA SKOJIOTUS KaK 0000 MEKIMCIUILIMHAPHOE
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IIPE/IUCJIOBUE

6UOJIOTHYECKOE HAydHOE HalpaBJICHIE, OOBEANHSIONEE YCUIHS YaCTHBIX Ha-
YUYHBIX JUCIUIUINH U KOOPAMHUPYIOIIEE MPOIIECC AHAIN3A OTPOMHBIX MACCHBOB
9KOJIOTUYECKH OpPUEHTHPOBaHHBIX MaHHBIX (Big Data). B nactosiee Bpems
Takue uccienoBanus Tosbko Hamedaiores (Violle et al., 2017; Blonder, 2018;
Maestri et al., 2018), npuduem B HUX aKTUBHO 33/IeHCTBYIOTCS GA3bI TAHHBIX, CO3-
JIAHHbIe HA OCHOBE IMCTAHIIMOHHBIX U3MEPEHUIT U CHIMKOB, TIOJIy4E€HHbIX C 110~
MOTI[bIO KOCMUYECKUX ¥ JIPYTUX JIETATENbHbIX AllNapaToB U HOBEHIINX TPUOOPOB
(Ivits et al., 2013; Alberti, 2015). HecMoTps Ha HEBEPOSTHYIO CI0KHOCTD Ta-
KUX PETHOHATIBHBIX U TII00ATBHBIX HKOJOTMIECKHX 3a/1a4, X HeOOXOAUMO OyieT
pelarh Ha npakTuKe B OJVsKANIINe JAeCITUIETUS, OObEUHSIS YCUIS YICHbIX
Pa3HBIX CTPaH. DBOJIONMOHHAS 9KOJIOTHS U3 00JACTH TEOPETUIECKUX HCCIIE/0-
BaHW JI0JKHA TIEPeTH B chpepy MPUKIAIHON U COTMATBHO OPUEHTUPOBAHHON
HAYKH, KAaKOH y:Ke SIBJISIETCSI KOJIOTHST YeTOBeKa.

B To sxe Bpems, HapsALy ¢ aKTyaJbHBIMH IMPOCTPAHCTBEHHBIMU TAHHBIMU
0 PasHOOOPa3MK U COCTOSIHIK 9KOCHCTEM 3eMJIM B PEAIbHOM BPEMEHH, TTOTpe-
Oyercs jeranbHast MH(GOPMAIUS O MPOIleccaX M3MEeHEHUsT GUOTBI BO BPEMEHIL.
Jlyist 9TOTO HYKHO OYZIET UCTIOB30BATh U PETYJISIPHO TTOMOMHIATH KOJIIEKITHOH-
HBIE CepUU ¥ repdapiy B HAYYHBIX My3€siX. YK€ CETO/IHST PasBUBAETCsT 00J1aCTh
HCCJIEIOBAHUH, Ha3BaHHAsT MY3€OMUKOU, KOTOPasi 06eCIIeYnBAET BO3MOKHOCTh
MCIOJIb30BAHUS MY3€HHBIX KOJJIEKITHI 71T MOJIEKYJIIPHO-TeHETUIECKIX U MOP-
(bosmornyeckux MCCIEMOBAHIIT U YTOUHEHUST BUIOBOTO PAa3HOOOPA3US TEX N
uHbIx perroHoB ranersl (Graham et al,, 2006; Hahn et al., 2020). C xpyroit
CTOPOHBI, My3eHHbIe KOJIJIEKI[MH, COOPaHHbIE B TPOIIIbIE TO/IbI, JOJKHbBI OBITH
JonojHensl HoBelmnmu Matepuanamu (Davies et al.,, 2017), Ha ocHoBe KOTO-
PBIX MOTYT OBITH OIEHEHBI CKOPOCTD ¥ HAMTPABJIEHUST TEHETUIECKUX, IITUTEHETH-
YeCKUX, MOP(HOIOTHUECKUX 1 MOP(POreHETUYeCKUX UBMEHEHUI B UCTOPUYECKIE
xapakrepubie Bpemena. OreHka MacimtaboB U3MEHEHWH Y IPeICTaBUTEen
Pa3HBIX KOMIIOHEHTOB GHOTHI MOKET CIIOCOOCTBOBATH TIOHUMAHUIO TPOIECCOB,
CBSI3aHHBIX C HACTYIUIEHHEM OMOIEHOTHYECKUX KPU3UCHBIX sBieHuil. [Ipen-
JlaraeMoe B KHUTE Pa3BUTHE KOHIIETITIHI MOP(OHUIIN TECHO CBSI3aHO C AaHHON
npobseMaTHKON 1 (POPMUPYET, Ha MO B3IJISI, OJMH U3 aKTYalbHbBIX TIOIX0/I0B
B paMKaX Pa3BUBAIOIIEICS B ITOCJEIHUE TOABI TAK HA3BIBAEMOM «ITPU3HAKOBOM
aKoJioruuy — trait-ecology (= trait-based ecology) niu sxomopdomorun (Mc-
Gill et al., 2006; Violle et al., 2012, 2017; Mouillot et al., 2013; Fontaneto et al.,
2017; Blonder, 2018; Bacuibes, Bacunbesa, 2018).

Jlo/KeH TOAYEepPKHYTh, YTO TEOPETUYECKMIl aHAIM3 IIpeACTaBAeHuil 00
HKOJIOTUYECKON Hullle, BhioHeHHbI panee T1.B. Osepckum, OblI MHE OYEHB
[0JIe3€H U TTO3BOJIUJI JIyUIlle OMPEIEUTh COOCTBEHHBIE MPE/ICTABJIEHUS B 9TOU
obsactu, 3a 4TO X0uy mobJarofapuTh MHOTOyBaxkaemoro IlaBia Bukroposuua.
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A.l Bacunves KOHIEIII[UA MOPDOHUIIIN...

B kHWUTE MCIIOTH30BaHBI HEKOTOPBIE TEPMUHDI, TIpeyioskeHHbIe [1.B. O3epckum,
B TOM YHUCJIE TIOHATUS «META(hEHOTHIT> U «9KOH» (MOCJAEIHUN TEPMUH TIPUHAJ-
nexut I Xuryony (Heatwole, 1989), 1o 6611 10BTOpHO BBegeH O3epcKUM B Ha-
yuHbIiT 001x071). PaccMoTpeHHast B KHUTE BOSMOKHOCTD MCIOJIb30BAHUSI 9KOHA B
Ka4yecTBe MOIYJISIIMOHHON U OJJHOBPEMEHHO IIEHOTUYECKOH eJINHUIIBI TIO3BOJIUT
PACIIUPUTH BO3MOKHOCTH MAPAJIETLHOTO aHAIN3a OBICTPHIX SBOJIIOIUOHHDBIX U
KODBOJIIOIIUOHHBIX MOpdOoreHeTHYecKnx mnepectpoek. OHAKO MOHSATUE «MOP-
(onumras B TpaktoBke [1.B. O3epckoro (2015) otsmvaercst oT MOEro moHMMa-
HUst, 4TO 00Cyskiaercss B raase 7. Tepmunbl MophoHUIa 1 MOPhOIOrInIecKast
numa takxke panee npumenuaun 0.B. Haiikosckuii (2008) u 10.T. Tlyzauenko
u A.B. AGpamos (2011), ogHako, Moe BUAEHME OHATUS «MOPMOHUIIIA», eTO CO-
ZiepsKaHue U Iy TH UCII0Jh30BAHNS B 9KOJIOTUHU U CHHAKOJIOTHY 3aMEeTHO OTJINYa-
I0TCSI OT UX TIPE/ICTABIEHUI.

[IpemtoskeHHBII MHOI TIOAXO/ — OJUH M3 MHOTHUX JIPYTUX, KOTOPBIE MOTYT
OBITH TIOJIE3HBI TIPH MTOUCKE MTPU3HAKOB HACTYIIJIEHUS] PETHOHAIBHOTO GHOIEHO-
tnueckoro kpusnuca (PBK). On ocHoBaH Ha MCIIOTH30BAHUM TPOSBJIEHUN CO-
MPSDKEHHON MOP(MOTEHETHUECKON U3MEHUNBOCTH MOJICTTHHBIX TIEHOMOYISIIAN
U cOODIIECTB pacTeHNH U KUBOTHBIX. Ha OCHOBE COOTHOIIEHUST 0O0BEMOB MOP-
onutr B 06111eM MOPGHOITPOCTPAHCTRE ST TIPEJIJIATA0 BHIYUCISATH WHAEKCHI, Xa-
pakTepu3yIole aal TUBHBIN MOMMUKAIMOHHBIN TOTEHITNAT, ONTUMAJIbHOCTD
peain30BaHHON MOP(MOHUIIN, a TAKIKE TIPU CPABHEHUU TAKCOHOMUYECKH OJIN3-
KUX CUMIATPUYECKUX BUIOB B IIPeJIeJIaX TAKCOIEHA — MePY UX OTHOCUTEJbHOM
sBosiBabubHOCTU. OCOOBIN MHTEPEC MPE/CTABIISAET TIPUHITUITHATBHAS BO3MOK-
HOCTB OO1IIEl OIEHKH CTeTeHU GJIaronoyYrst UHAUBUIYTbHOTO PA3BUTHUS B 1O~
MyJISIIUASX W TAKCOIEHAX, JIOKATU30BAHHBIX B PA3HBIX TIPUPOIHBIX 30HAX U/ MU
TEXHOTEHHBIX CpeflaX. DTO AOCTUIKUMO TIPU COMOCTABIEHUN MX PEAN30BAHHbBIX
U IOTEHIIUATBHBIX IIEHOTUYECKUX MOP(MOHHUIIL, a TAKKe TPU CPABHEHUH TaKCOTIe-
HOB WJIH UX PArMEHTOB B Pa3HbIE TIEPHO/IbI HCTOPUYECKOTO BPEMEHM.

3aBepiiaiorT KHUTY pasfesibl, Te 00CyKaaioTcs heHoMeH OBICTPOro CHM-
narpuyeckoro opmoobpasosanus (Bolnick, Fitzpatrick, 2007) u npobiema
MOTTYISITIUOHHO-TIEHOTUYECKOTO MOP(MOTEHETHUECKOTO MOHUTOPUHTA (hOPITOCT-
HBIX MOMYJIAIHiA 1 coobitectB. CunTaro, 4To HMEHHO CUMIIaTpudeckoe hopmo-
obpasoBaHIe Ha OCHOBE OBICTPHIX IMUTEHETUYCCKUX MEPECTPOCK, CBSI3AHHBIX
¢ MOp(hOTreHEeTHYECKUMU W3MEHEHUSIMHU, W WX JaJbHElIIee TpaHCTeHepalu-
OHHOE HACJIE[I0OBAHUE MOTYT OBITh OCHOBHBIM MEXaHU3MOM JUBEPCH(PUKAIUN
IKOJIOTMYECKUX HUII W COOTBETCTBEHHO MOP(OHUII BUIOB. PaHbIlle B paMKax
CUHTETHUYECKOM TEOPUHU IHBOJIIOIUU HTOT MEXAHW3M TPAKTHUYECKU HE paccMa-
TPUBAJICSI U TIPU3HABAJICS «OTKPOBEHHBIM HEOJAMAPKU3MOM», OIHAKO Ceilvac
CTpecC-UHIYIUPOBAHHbIE IMUT€HETUYECKUE [EPECTPONKH, HACIELYIONIUECs
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IIPE/IUCJIOBUE

B upejie MOKOJICHUH Kak ycroituusbie (msiuecs) mopuduraruu (Jablonka,
Raz, 2009; Damuc u ap., 2010), yuursiBatorcss B meauimae (Dupont et al.,
2009) 1 HMPOKO UCIIOIB3YIOTCS B cesibcKoxossicTBenHoii npaktuke (Bilichak,
Kovalchuk, 2016). TToatomy 6bicTpbie iepecTpoiiku MopdoreHesa (hopmoCTHBIX
LEHOMOIYJIAUN ¥ TaKCOLEHOB B HaMOOJIbIIEH CTEIleHU MOTYT ObITh BbI3BaHbI
CTPECC-WHIYIIMPOBAHHBIMU SMUTEHETUYECKUMHU M3MEHEHMSIMU, KOTOPbIE C BbI-
COKOIl BEPOSITHOCTBIO MOTYT IPUBECTU K DPETMOHAIBHBIM OHOLEHOTHYECKAM
KPUBKCHBIM sIBJIEHUSIM. B KadecTBe (hOPIOCTHBIX HAJOPraHU3MEHHBIX GHOCH-
CTeM, IOMUMO KPaeBbIX B apeajie BHU/A, B KHUTE PACCMOTPEHBI TaKKe MMIAKT-
Hble IPYIIIMPOBKYA U COOOILECTBA, HACEIAIONINE 9KOJOTHUECKU HAPYIIEHHbIE
TEPPUTOPUU U AKBATOPUH, YACTO 3arPsIBHEHHbIE TEXHOTEHHBIMU TTOJLTIOTAHTAMH.
VmMeloTcst OCHOBAHUS T0JIATaTh, YTO U3yUeHUe COOTHOMIEHUS U IMHAMUKNA MOP-
(honuIr HOPIMOCTHBIX TIEHOTOMYJISITUI U TaKCOIEHOB ¢ TTPUMEHEHUEM HaIero
HOZX0Ja MOJKET IO03BOJUTh OOHAPY/KUTh IIE€PBble NMPUSHAKU BO3HUKHOBEHI
OUOIIEHOTHYECKOTO Kpuskica. KHUTY 3aBepiiaeT TEPMUHOJIOTHYECKUI CI0BapPb,
MOCKOJIBKY B TEKCTE BCTPEYAETCSI MHOTO HOBBIX MOHSTHIT, TPEOYIOIINX aBTOPCKO-
TO yTOYHEHUSI.

Takum 06pa3oM, HOBbIE BBI3OBBI, TIPE/BEIIAIONINE HACTYIJICHHE BO MHOTHX
permoHax 3emJii KPU3UCHBIX MEHOTUYECKUX SIBJEHUN, BEAYIIUX K PETHOHATb-
HbIM OnoreHoTHYeckuM Kpusucam — PBK, TpeGyior pa3paboTKi HOBBIX HOAXO0-
JIOB JIJIST KX TTPOTHO3UPOBAHUS U 3a0JIaTOBPEMEHHOTO OOHAPY KEHsI. 51 HaleI0Ch,
YTO HPEAJIOKEHHDIH OAX0/ B paMKaX pa3padoTaHHOi KOHLEIIMKY MOP(MOHUIIN
MOJKET CTaTh OJHUM W3 TaKUX WHCTPyMeHTOB BbissBIeHust PBK mam acconma-
TUBHO TIOCJIYKUT MOUCKY MyTeH pellieHuss 9TON aKTyaJbHOU /7Sl YeJioBeuecTBa
HKOJIOTUYECKOI TIPOOIEMBL.

Vckpente 6arogapio Beex Tex, KTO MEHs IOAAEPKUBAI 1 CIIOCOOCTBOBAI
pabote Haj KHUTOIL. B mepByio oyepenpb GarogapeH Moeii 1oporoi xeHe — apy-
Iy U eJUHOMBILLJIEHHHUIIE ZOKTOpY OGuosorndeckux Hayk V.A. BacuibeBoil 3a
MOCTOSTHHYIO MOJIZIEPIKKY, ITOJIE3HbBIE IMCKYCCUH, COBETHI U KPUTUYECKHUE 3aMeya-
HUS, @ TAKIKE MOHUMaHKe, KOTOPOoe ObLIIO HaM KpaiiHe BasKHO B 9TOT TPYAHBIN st
Hac rox. S 6marogapen koswieram ns MOPuK ¥pO PAH, MCudiK CO PAH,
NI195 PAH, 31UH PAH, 3oonornueckoro mysess MI'Y u Bcem corpymHukam
Moeit TabopaTopUN HBOJTIOIHOHHON 9KOJIOTHN 32 BHICKA3aHHBIE MU MOJIC3HBIC
COBETBI, 3aMedYaHusd U IpepocrasieHtbie Matepuaibl. Ocobo Gaarogapio 1.0.H.
N.A. [TaBauHOBa, YbU TIOJIE3HBIE KPUTUYCCKIE 3aMEUaHUS 1 PEKOMEHAAIIUN TI0-
OyanIu MeHs B3ThCs 3a pabOTy HaJl KHUTOIA.

Birarogapet Bcem TeM, KTO MOT ObI OBITh 3aMHTEPECOBAH B IIPOUTEHUN KHU-
', HO He JOoXKaaacs ee Bbixoga. Cpean HUX MHOTMMM WAESIMU U TOIIEPKKON
MOUX HAYMHAHWI st 06s13an wieny-kopp. PAH A.B. d6so0koBy, wieny-kopp. PAH
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C.A. Mawmaesy, k.0.H. B.B. KopoHne, k.6.H. A.B. TTokposckomy, 1.6.H. A.C. Ce-
BepioBy, 1.6.1. H.B. Tmorosy, 1.6.1. JL.MD. Cemepurony, 1.6.H. O.A. JIyKbsiHO-
By, 1.0.H. D.A. Tuiesoii, 1.6.0. @.B. Kpsukumckomy, 1.6.1. B.E. Cepreesy, 1.6.H.
H.C. Pocrosoii, k.6.1. A.C. Bapanosy, 1.6.1. A.K. Maxuesy, 1.6.1. O.A. JKuraib-
cxomy, 1.6.H. H.M. Oxkyuooii, moemy apyry IO.K. Tanakruonosy. Cetriias ma-
MSITh O HUX U JIOJIT TIEPe]] HUMU HOIEPKUBAJIN MEHSI U TIOMOTAJI B paboTe HaJl
KHUTOM.

Bosmozxno, u akagemuk Cranuciaas Cemenosuu [IIBapii, 100-seTHIo0 ro-
JOBIIHY KOTOPOro Mbl otMeruin 1 amnpesa 2019 r., 3axores1 ObI IOJUCTATh KHU-
Ty ¥ YOeUThCS B TOM, UTO JIEJIO €T0 SKU3HU TI0-TIPEKHEMY JKUBET, TPOI0JIKAICh
B paboTax 6JIaroflapHbIX YICHUKOB.

C ysancenuem, Anexceil Bacunves
Exarepun6ypr, dbespaib, 2021 1.
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BBengeunmne

IBOJIOIMOHHAS JKOJIOrHsI, Kak mojaraer psj asropos (Read, Clark, 2006;
Schoener, 2011; Sutherland et al., 2013), yxe x cepexune XXI B. 3aiimeT oHO 13
LEHTPAILHBIX MECT B GUOJIOTUH B CBS3U ¢ HEOOXOANMOCTBIO TPOrHO3MPOBAHMS Obi-
CTPBIX II€PECTPOEK OUOTDI, BHI3BAHHBIX CYIECTBEHHBIMU AHTPOIIOI€HHbIMM, KJIMMa-
TOTEHHBIMU M OMOTHYECKUMU (CUHIKOJIOINYECKUMI ) UBMEHEHUSMU Cpeibl. Beicoka
BEPOSITHOCTH BO3HUKHOBEHUS K KOHITY XX B. T7106a/IbHOTO U PETHOHATBHBIX OHOI1e-
HOTUYECKHX KPU3UCOB B PE3YJIBTaTe OOIIEro CHIZKEeHMsT O1opasHooOpasus 1 yCuie-
HIISI aHTPOTIOTEHHOTO BO3/elcTBUsT Ha 6uoTy. IIpOrHOSUPYETCsT YBEIMUeHNE YUCTA
U JIOJTM MHBA3UOHHBIX BUJIOB, U3MEHEHHE COCTABa COOOIIECTB, SJIN3US YS3BUMbIX aB-
TOXTOHHBIX BUIOB, 3aMeIleHNe HATUBHBIX BUIOB COOOIIECTB BUAaMU, ObIBIIMMU Pa-
Hee 1eHo(G0OaMI, a TAK/Ke MACCOBOE BBIMUPAHUE PEAKUX U CIENATI3IPOBAHHBIX
rpym Buos (Kauffman, 1989; Kepuxus, 2003; Ciampaglio, 2004; Parmesan, 2006;
Moyne, Neige, 2007; Palkovacs, Hendry, 2010). Oxugaercs yckopeHne MUKPO-
HBOJIFOIIMOHHBIX TIPOIECCOB, MPUYEM He TOJIBKO Ha YPOBHE MUKPOOUOMa, U B UTOTE
MOZKET TIPOM30ITH ObICTpast JJaBUHOOOpa3Hast TpaHc(opMaliyst GHOJIOTMIECKHX CO-
o6mects (FKepuxum, 2003; Alberti, 2015; Donelan et al., 2020).

B mocsiennue rompl MUPOKO OOCYKIAETCA HEOOXOAUMOCTH MEPECMOTpa
HBOJIIOIIMOHHO-9KOJIOTHYECKUX TIPEJCTABICHUI B PaMKaX BO3HUKIIEH B Hayaje
XXI B. KOHIIEIIMH PAaCIIUPEHHOro 9BoJonnonnoro cuiresa — POC (Extended
Evolutionary Synthesis — EES) (Pigliucci, 2007, Schoener, 2011; Dickins,
Rahman, 2012; Laland et al., 2015). Konuenius POC ocHoBana Ha HOBOM I10-
HUMaHUK POJIM JIUTEHETHYECKOH HACJIeJACTBEHHOCTH — CIIOCOOHOCTH TpaHC-
reHepaIlMoHHOI0 HaCcJeOBaHUs IIMUTCHETUYeCKUX M3MEHEHUI, CBSI3aHHbIX C
[POIECCOM PA3BUTHS, — B HCTOPHYECKU OBICTPBIX IIE€pecTpoiikax mopdore-
nesa (Jablonka, Raz, 2009; Dupont et al., 2009; Duncan et al., 2014; Bilichak,
Kovalchuk, 2016) u momonHena Teopueil KoncTpyupoBahus numu — TKH
(Niche Construction Theory — NCT) (Laland et al., 1999, 2016). Cornacto
npeacrasieHusaym TKH, opranusMbl cliocOGHBI aKTUBHO M3MEHSATh YCJIOBUS HH-
JMBUYAIbHON 1 IPYIIIIOBOI CPE/IbI, B TOM YHCJIE IIyT€M IIOCTPOMKU THES, JIOB-
41X ceTeil, Hop, KOKOHOB, a TaKKe U3MeHsITh MopdoreHes, moBeeHne ocobeii u
MPOIECCHl cpeoodpasoBaHust. Bee 9T0 BIMsIET HA YCJIOBUS JKU3HU 0CcO0€l 1o-
CJIEYIONIMX TIOKOJIEHHIT U IPYTHUX BUIOB, U3MEHSSI BEKTOP M CTEIIEHb JaBJICHIS
ot6opa, IpeBpaliast <KOHCTPYUPOBAHKE HUIII» B OCOOBII 9BOJIIOINOHHO-3KO0JI0-
ruueckuii pakrop (Laland et al., 2016).

Ha wmoii B3risizt riaBHast mpo6JieMa U3ydeHusl 9BOJIOIIMOHHOTO MPoIiecca 3a-
KJIIOYAeTCsl B TOM, 4TO 2BOJIOIMS — 970 (pakrrdeckn koasosonust (Thompson,
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1998), T.e. He 0bIIAsT CyMMa HE3aBUCHUMBIX ITPOIECCOB (hOPMO- U BHI000Pa30BaHUS,
a CJIOJKHBIN JITTUTEJILHBIN TTPOIECC B3AUMHBIX COMPSIKEHHBIX U3MEHEHUH 1eHOTI0-
MyJISIANA CUHTOITHO OOUTAOIINX BUAOB, (DOPMUPYIOIIMH UX B3aUMHbBIE KOMITPO-
MICCHBIE IIPUCIOCOOIEHNsI, 0OeCIeYNBAIONIIN YCTONYNBOEe (DYHKINOHUPOBAHIE
coobiectsa. C APyroii CTOPOHBI, HBOJIIOINST BUIOB 1 UX 9KOJOTHYECKUX HUII TECHO
CBsI3aHa C 9BOJIOIKEH (heHOMa KaK «OMOJIOTMYECKOr0 MHCTPYMEHTa, BBIITOJIHIIO-
IIIero Olpeie/ieHHbIe (QYHKITUH JJTst coo0tecTBa. TaKast 9BOJIONUS SIBJISIETCST COMPS-
SKEHHOI JIJI1 BCeX CUMITATPUYECKHMX BUJIOB IIEHO3a U IPE/CTaBJIsieT co00il TapHy1o
n/wm guddysayio kossosmonuto (Thompson, 1998, 2006; Haloin, Strauss, 2008),
[IPY KOTOPOI U3MEHeHUs, B TOM uncjie MOPhohyHKIIMOHAIbHBIE, TIPEJICTABUTE el
OJTHOTO BUJIA COTIPOBOSK/IATOTCST B3AUMHBIMU N3MEHEHWSMU JIPYTHX BUIOB.

JlokanbHas 6MOTa, CYIECTBYOMAs B AMHAMUYECKY U3MEHSIONEeHCs JIaH/1-
mad THO-KINMAaTHYECKOI KOCHOI 1 OGMOKOCHOI cpefiaX, cCOOCTBEHHO 1 (hOPMUDY-
et nosbiil Bug (MKepuxun, 2003) kak norpeburens (yTUAIU3aTOP U CO3UIATED)
BHOBb MCTOPUYECKM BO3HUKAIONIMX OUOTUYECKUX M aOMOTHYECKUX PECYPCOB.
JlaHHbIe pecypchbl B TEPBYIO OUYEPElb MOTYT BO3HUKATh KaK U30BITOUHAS YKC-
JIEHHOCTb JPYIMX BUAOB MUKPOOPraHU3MOB, PacTeHUH, rpuGoB M KUBOTHBIX,
0c06U KOTOPBIX JIOJZKHBI OBITh YTHIU3UPOBAHBI TaK, YTOOBI TPO(UIECKHE CETH
HAXOAMJIMCH B GajlaHce U AUHAMUYECKOM paBHOBecuit. KosebaHus 4icieHHOCTH
KaK/[OT0 BU/Ia-KOMITOHEHTA COOOIIECTBA CO3/IAI0T PAa3HOHAIIPABJIEHHbBIE H3MEHe-
HUSI B <HAIIOJIHEHUI» pecypcaMu 61oreHo308. Ha Kak/yio Takyio 0HOCTOPOH-
HIO (DIIYKTYaIlHIo0 YUCJACHHOCTH — «IIPOTyOepaHelr> pecypca TOTO W WHOTO
BuUzla — OMOILIEHO3 HEeM30e/KHO PearnpyeT KOMIIEHCATOPHBIM YCUIEHIEM YNC/IeH-
HOCTHU €TO YTUJU3aTOPOB M CHIKEHUEM JIOCTYTTHBIX PECYPCOB, UTO TIPeKpaliaer
JIATBHENTITUH POCT YKMCJIEHHOCTU U BeJIET K ee PeryJisiiuu. buolleHoTnyeckas
KOHCTPYKINs (CTPYKTYPHO-(DYHKIIMOHAIbHAS CHCTEMa OHOIIEH03a) HCTOpHYe-
CKHU CKJIAQ[bIBAETCd TAKUM 00pasoM, 4To 00J1agaeT MHOTUMHU CBOMCTBAMU: IIpe-
€MCTBEHHOCTHIO OCHOBHBIX KOMITOHEHTOB, YIIPYTOCTBHIO CTPYKTYPbI, <TUKTYET>
BXOJAIIUM B Hee KOMIIOHEHTaM HOBbIe TpeOOBaHMUs, CIOCOOCTBYET YCUIEHUIO U
MOJU(DUKAIINY TeX NN UHBIX CBOUX YJICHOB, KOHCEPBUPYET CBONCTBA U BO3MOJK-
HOCTH JIPYTUX, & TAKXKE y/IaJIIeT TPEThUX, IPUYEM B3aMeH y/IaJIEHHbIX He MeIaeT
U Iaxe croco6eTByer (hOPMUPOBAHITIO HOBBIX BUIOB.

JT106ble HBOJIIOLMOHHbIE HOBIIECTBA ABJISIOTCH «OUOTEXHOJOIMYECKIUMU», T.€.
KOHCTPYKIIMOHHBIMH 1 OJTHOBPEMEHHO (DYHKITMOHATbHBIMU PEIeHUSIMU, U TTPe/l-
cTaBysAOT c000it MopdoreneTnueckue, MOPHOGUNOIOTHUECKHE TTEPECTPOIKH,
a B HEKOTOPbIX OTHOIIEHWSIX U ToBe/ieHueckue Tpanchopmanun. /lanHbie niepe-
CTPOMKH MO3BOJISIFOT UX HOCUTENISIM — 0COOSIM HOBOTO Bia — 3(hheKTUBHEE U3-
BJIEKATb HOBBIE PECYPChHI, HEOOXOAMMBIE Il YCTOYMBOIO CYLIECTBOBAHUS €TI0
HOIYJIALMI B UBMEHEHHO OroTe. B ciiydae HEBO3MOKHOCTU MIEPECTPOUTH MOP-
(horenes it BITIOJTHEHUS TON WM WHOUM (DYHKITUH, TTOJIE3HON OTHOBPEMEHHO 1
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BBEJI[EHUE

COOOIIECTBY U 0COOSM JTAHHOTO BHa (HAIIPUMED, USJIMIIHSS CIEIMaTU3aIlus),
BUJI MOJKET BBIMEPETD, DTO HATIOMUHAET BEUHYIO UTPY GHOTUYECKOTO COODIIECTBA
B MHOTOMEPHbIE TTAXMATBI, KOT/[A BBIUTPBIIIEM SIBJISIETCST OalaHC HA YPOBHE HU-
ypeil (Hutchinson, 1965a; MacArthur, Wilson, 1967; Jlesuenko, 2004).

ITocKOJIbKY HOBasi SIIUTEHETUYECKAsT TPAKTOBKA MEXAHU3MOB HBOJIIOIUN B
pycie PIC fomyckaer GbicTpbie 9BOJIOIMOHHO-9KOJOTHUECKUE TIEPECTPOINKH 32
OTHOCHTEJIHO KOPOTKHE nctopudeckrie Bpemena (Jablonka, Raz, 2009; Duncan et
al., 2014; Alberti, 2015; Laland et al., 2016), mogBisieTcs HOTeHIAIBHASL BO3MOK-
HOCTb BBISBJIATH W MTPOTHO3MPOBATH MUKPOIBOJIOIMOHHbIE W JIPYTHe GBICTPBIE
MopdoreHeTHdecKrue u3MeHeHust 61oThl. KirioueBoil acriekT MporHO3MpOBAHMUS
OKUIAEMBIX GHOTIEHOTUYECKIX KPU3UCHBIX SIBJICHUH 3aKJII0YACTCS B pa3paboTke
HOBBIX TIOJIXO/IOB K KOJIMYECTBEHHOW OI[EHKE M METOI0JIOTHI MOHUTOPUHTA IKO-
Jorrdeckux HUtl [IpefcTaBisercst, YTo TPU TAKOM MOHHUTOPHHTE MOTYT OBbITH
IIUPOKO UCTIOJIB30BAHbI AKOMOP(hOJIOTHYECKIE, SKODUZNOIOTIHIECKIE U ATOJIOTH-
yeckue (ecu pedb WIAET 0 KUBOTHBIX ) XapPaKTEPUCTUKU HUII, & CAM MOHUTOPUHT
JIOJIKEH OBITh OCHOBAH Ha BBISABJIEHUU MIPEIEIOB (DeHOTHITUYECKON TIACTHIHOCTH
(Pigliucci, 2001, 2005;West-Eberhard, 2003, 2005; Pfennig et al., 2010; Violle et
al,, 2012) u peHOTUIIMIECKO YCTOUYNBOCTH Pa3HBIX HEPAPXUUECKUX OMOCHCTEM
(ot 0cobH /10 COOBIIECTBA) B HOBBIX M3MEHEHHBIX YCIOBUSIX CPEJIBL.

Takum 06pa3oM, Kak GHOTHUECKUE B3aUMOIEHCTBYS (DEHOMOB Pa3HbIX BU-
JIOB, TaK U TMOTEHI[HAJ JMUTEHETUIECKUX U MOP(HOTEHETHYECKUX MEPECTPOEK
KOHKPETHBIX BUJIOB IUKTYIOT HEOOXOAUMBIE KOHTYPBI MEPBUYHON 9KOIOTHYE-
CKOU HUIIKM — CTPYKTYPY U DyHKIMU (heHOMA YiKe CYIIECTBYIOIIETO U HOBO-
ro suga. CucTeMHbIE [[EHOTUYECKHE OTHOIIEHUS 00ECIIeUunBAIOT CJAOKHENIIIii
HepapxXuuecKy MHOTOSIPYCHbBIH 1 MHOTOBUIOBO# OaslaHC MeXIY TpeOOBAHUSIMU
K YCTOHYHUBOMY COXPAHEHUIO U BOCIPOM3BOJACTBY GHONOIMYECKUX COOOIIECTB,
C OJIHOW CTOPOHBI, U CTPYKTYPOH U (yHKIMeH HeHOMOB UX BHIOBBIX MTPEICTa-
BUTeJIEN, ¢ JIPYroil. DTOT MCTOPUYECKHU [JINTETbHBIM WTEPATUBHBIN IIPOIECC
B3aNMHOH TOATOHKH YIPABISETCSA B TIEPBYIO 0Yepe/ib OGUOMEHOTUYECKUME OT-
HOIIEHUSIMU U 3aBUCHUT OT KJIUMAaTH4ecKux (JayKryaruii. B To e BpeMst Kask-
B BUJL «CTPEMUTCSI» 0OBIBATH pecypcehl 6oJiee a(hMEKTUBHO, YTO BHIPAKAETCS
B MBMEHEHUH €r0 CTPOEHU 1 (DYHKITMOHUPOBAHKS U BEKTOPU3YET AajIbHEIIe
HAMpPaBJICHUST NCTOPUIECKUX M3MEHEHUI ero ¢heHoma. JIpyruMu cjioBaMu, BU
«CTPEMUTCST>, U3MEHSISI CBOIO TIEPBUUHYO 9KOJOTHYECKY IO HUIITY — (hPeHOM, BbIiA-
TH U3-TIOJ] JKECTKOTO TIEHOTHUECKOTO KOHTPOJIst. EC/ BUy TaKOE «yAAETCSI», TO
OH MOJKET y3Ke B CHJIY 9TOTO O4€Hb OBICTPO (MHOT/IA MHAAIITUBHO B IOHUMAHUT
A.I1. Pacuunpina (1986)) uaMeHUTHCS, @ B MHBIX CJIy4asiX Jla’ke CTaTh HOBBIM
BUJIOM C BBICOKMM MaKpO3IBOJIOIUOHHBIM roTeHImamom (Asees, 1980, 1986;
Haloin, Strauss, 2008; Renaud, Auffray, 2013). Boicokast ckopocTs mpeobpaso-
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BaHUIT ero (peHOMa MOTEHITMAIBHO BEPOSITHA IIPU OTCYTCTBUU WJIH OCTa0JICHUN
HUBEJINPYIONIETO IIEHOTHYECKOTO /IaBJICHUSL.

Nzyuerne pasHOOOpa3ust, IMHAMUKN 1 B3aUMOJICUCTBISI KOMIIOHEHTOB BCETO
COOOIIECTRA, BKIIIOYAOIIETO BCE BUIIBI PACTEHUIT, TPHOOB, JKUBOTHBIX U MIKPOOPTa-
HU3MOB, B HACTOSIIIIUI MOMEHT BPEMEHU YPE3BBIYANHO CJIOXKHAS U, [10-BUIUMOMY,
moka etie He ocyiectBumas 3aja4a. Panee P. Pyt (Root, 1967) nokasan Bo3Mosk-
HOCTB a(h(HeKTMBHOTO OIUCcaHUs (hparMeHTa cOOBIIECTBA — THIIB/IAH, T.€. KOMILIEK-
ca BUZIOB CO CXOIHOI 9KOJIOrMYecKoi (hyHKIMeN 1, Gojiee TOro, TAKCOHOMIYECKU
GJIM3KUX BUJIOB, 7SI XaPAKTEPUCTUKU UX B3aUMOJIEUCTBHSI B coobIecTBe. Takoi
KOMILJIEKC TAKCOHOMUYECKHU OJIMBKUX BUIOB CO CXOTHOMN DKOJIOTHYECKOI (hyHKITHel
B COOOIIECTBE PACCMATPHBACTCST KAK OCOOBINA THIT THJIIBIN — TAKCOTIEHO3 UITH TaK-
cone (Chodorowski, 1959; Hutchinson, 1967; Huxonaes, 1977; Hecreperxko, 2003;
Ceprees, 2003; Yepnos, 2008; Bacwibes u 1p., 2010a, 2017).

Tepmun takcouen Obu1 Beegen A. Xogoposcku (Chodorowski, 1959), a
sareM moaxsauer JIx. Xaruntncornom (Hutchinson, 1967), koTopsiii npu aTom
yKazaJs Ha mpuoputet XoA0poBcKu. J3K. XaTUWHCOH AaJl clie/lytotee onpeese-
HUE MTOHSITUIO TAaKCOIIEH: «IDTO BCE TPYIITBI BUIOB U TIPE/ICTABUTETN HATBUIOBBIX
TaKCOHOB, BCTpevarolnecs B gaHHoil accormanuuy (Hutchinson, 1967, c. 231).
ITO ompeiesieHUe TaKCOTIeHA He SIBJSETCS CTPOTUM U TIPUBEJIO K YIIPOTIIEHUIO
CMBICJTa TEPMUHA, KOTOPBII CTAJIM MHOT/IA TOHUMATh KaK CIIICOK BUJIOB, 0OUTA0-
MIUX B IAHHON MECTHOCTH, T.€. M TaK, U He Tak. Sl paccMaTpUBAiO TAKCOTIEHDI KaK
(dbusorereTyecKn HJIN3KOPOJCTBEHHBIE HKOJOTHYECKIE THIbIUI. Peub B IaH-
HOM cJlyyae He WJET O CPABHEHWU CIIUCKOB TAKCOHOMHUYECKH OJU3KUX BUJIOB,
4TO B CBOE BPEMsI [T0/IBEPTaJIOCh CIIPaBe/inBoil Kputuke (ApHOJIbN, APHOJIBIH,
1963; Kepuxumn, 2003), a 0 CXOHOIT 9IKOJTOTUIECKOM POJIU UX IIEHOTIOIYJISIIUN B
coobmectse (Hecrepenko, 2003; Yepuos, 2008; Vasil’ev et al., 2015). ITockob-
Ky JIOKQJTbHBII TAKCOIEH MPOSIBIISIET cebst He TOJTBKO Kak (hparMeHT coobIecTsa,
HO U BBICTYyTaeT B poJin ero ¢pyHkimonanbuoi equnnib (Oaym, 1986), on mo-
JKET CJIYKUTh YIPOIIEHHON MOJEbIO JToKaabHOro coodmectsa (YepHos, 2008;
Vasil’ev et al., 2015). TakuM TaKCOILIEHOM SIBJISIETCSI, HAPUMED, HaceJeHre Tak-
COHOMMYECKH OJIM3KUX BUIOB 3eMJIepoeK-0ypo3yOok poaa Sorex (Jloaros, 1985:
Hectepenxko, 2003; Ceprees, 2003) — MeTKUX HACEKOMOSITHBIX MJIEKOITUTAIO-
[IUX, TUTAIUXCS (QPAKIUIMU TTOYBEHHBIX GECTO3BOHOYHBIX PasHbBIX pa3Me-
POB B KOHKPETHOM JIOKaJIbHOM OroTotte. Tlosarato, 4To JTOKaJIbHbIE TAaKCOIEHBI
MIPE/ICTABIEHBI CUHTOITHBIMU TIEHOTIOMYJISIUSAMHA HECKOJIBKUX POJICTBEHHBIX
CUMIIATPUYECKUX BUIOB (0OBIYHO IPUHAJJIEKAIIX OJJHOMY U TOMY K€ POLLY) CO
CXOZHBIMU (DYHKIIUSMU B COOOIIECTBE U OJIM3KUME 9KOJIOTHUECKUMU HUIITAMHU.

Kak XOpoIlo M3BECTHO, TEPMUH IEHOIOMYJISINS TIPEIIOKEH OOTaHMKa-
MU ¥ [IUPOKO UCIOJIb3YeTCst B boTaHnueckux uccienobanusx (Paboruos, 1969;
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VYpanos, 1975; JlroGapckuii, 1976) u o3HauaeT TEPPUTOPUABHYIO IPYIIITUPOBKY
(9acTo BpEeMEHHYI0) TOTO WJIM WHOTO BUIA, TPUYPOUYECHHYIO K OIPEIEICHHOMY
OUOLIEHO3Y 1 COOTBETCTBEHHO OMOTOITY, HO BOCTPEOOBAH 1 300JI0TaMMU, TIOCKOJILKY
MIPUTOZIEH [T XaPAKTEPUCTUKU JIOKAJIBHBIX TOCETECHUH CPABHUTETIBHO MAJIOTIO/-
BUJKHBIX BUJIOB OECIIO3BOHOUHBIX U MMO3BOHOYHBIX KMBOTHBIX, IPUYPOUEHHBIX K
ompeiesieHHOMY JiokasibHoMy Guotorny (Bacuibes u 1p., 2010a, 2018; Bosbiakos
u p., 2015). [logBMKHBIE HOMAJIHbBIE BU/IBI KPYITHBIX MIIEKOTTUTAIOIINX TOKE Me-
0T <I[EHOTIOMYJISAIMU», HO JUI1 HUX B CUJTY X BBICOKON MOOMJIBHOCTH B KA4eCTBE
«6roTormas ciryKat 1esbie 6uoMbl (MHOT/IA MHTPa3OHAIbHBIE GUOTOMNBI). B Hacto-
stiee BpeMst 9TH TIOMYJISIITUOHHbII U OJIHOBPEMEHHO OUOIEHOTUYECKUN aCTIEKThI
U3yYeHBI cJ1ab0 U MOKA EIIe 0KUAAI0T CBOMX MCCIIEI0BaTEEH.

B 300sr0run mogobubie HeGOBIIIE TEPPUTOPHATBHBIE TPYTITUPOBKU BU/IA,
MOTEHIINATHHO MJIN PEATBHO CBSI3aHHbIE JIPYT C IPYTOM MUTPAHTaMI, T.€. (hopMu-
pyIolIKe eMHYO ToMyasnuio (=MmertanonyJsiuio, cM. Hanski, 1998), npuHsaTo
Takke HazpiBaTh MuKpononyssmusiMu ([sapi, 1969, 1980). Oru xapaxrepu-
3YIOT TOJIBKO 4acTh (TEPPUTOPUATBHBIN (GparMeHT) MOMyJSIUNd KOHKPETHOTO
Buzia 1 (POPMAJIBHO He MPUBSI3aHbl K OMOTIeH03Y. IT0CKOIBKY MBI IOJIKHBI CPaB-
HUBaTh 0COOEH U3 CHHTOMHBIX MOCEJEHUN CUMIIATPUUECKUX W TAaKCOHOMMYE-
CKU OJIU3KUX BUJIOB, CHHXPOHHBIIH cOOP KOTOPBIX MIPUYPOUEH K OJHUM U TEM JKE
6UOTOIAM, MBI CO3HATEILHO UCIOJIb3yeM 0 OTHOIIEHWIO K TAKUM JIOKAJTbHBIM
TPYTIIPOBKAM KayK/IOTO M3 BUIOB TEPMUH IIEHOMOMYJIsAIM. B cocTtaBe Takcote-
HA TEHOMOMYJISIIIUN KaXK[0T0 BU/IA HACEJSIIOT OOIHiT OHOTOI ¥ OJ{HOBPEMEHHO
MOTYT PacCMaTPUBATHCS KaK MUKporony saiuu. OIHaKo MpU ONepPUpPOBAHUN
BBIGOPKAMU U3 CUHTOMHBIX MPYIIUPOBOK HECKOJIBKUX CUMIIATPUYECKUX BUJIOB,
COBIA/AIONUX B OGUOTOMUYECKOM U TEPPUTOPUATBLHOM OTHOIIEHUSIX, TOJHKO
TEPMUH II€HOIIOY IS TIPEICTABIISIETCS ONPABIAHHBIM, & IPIMEHEHNE K HUM
TEPPUTOPUATBHOTO TEPMHHA MIKPOIIOMYJISINS B OTOM CJIydae TepsieT CMBICI.
Ecomm Mbr paboTaeM HCKITIOUUTENHHO C OJHUM BUJIOM, TO €T0 JIOKATbHbIe GHOTO-
MTUYecKre TTOCeIeHNUsT JIOTIYHee Ha3blBaTh MUKPOTIOMYJIAUSIMU. Kak m3BecTHO,
Boiiessiores u jemel (IInmos, 1998) — noxanbHbie nocesenns Buaa (y sKu-
BOTHBIX), KOTOPBIE OJU3KU K MPEACTABJICHUIO O MUKPOIIOIYJISIIIUN, HO, CKOpPee
BCETO, UMEIOT HECKOJbKO MEHbBIITNE TTPOCTPAHCTBEHHbBIE Pa3Mepbl 1 (hOPMabHO
o cBoel BesqnunHe OJM3KU K IEHOMOMYAanusM (Y pacTeHuit) win (Garusm
KaK aJleMEHTapHBIM JiaHmadTHeIM nojpasaesieausm. 1o H.JL. ToGputckomy
(2010), Takue MeJKUe TIOCETEHUS SBISIOTCS 3JIEMEHTAPHBIMA TEPPUTOPUAID-
HBIMU SYeiiKaMU IOy ASAIIMOHHOTO HaceJaeHus Buaa (xopycamu).

Panee nam (BacuiibeB u zip., 2010a, 2016a, 2017) Ha MOIETBHBIX BUJIAX I'PbI-
3YHOB yJQJIOCh HEOJHOKPATHO TIOATBEPAUTD IIPeCTaBenus, pazpuBaembie E.H.
Byksapésoii u .M. Asemerxo (2013), 0 Hu3K0#i n3MeHYUBOCTH U MOPGOPa3HO-
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00pasui TAKCOIEHOB C TIOJTHBIM BUIOBBIM COCTaBOM (IIOJIUBU/IOBBIX ) B OJIarompu-
SITHBIE TOJ[BI M PE3KOM BO3PACTAHUM ITHX XapPaKTEPUCTUK B HEOJArOTPUSITHBIE
TOJIBI ¢ HETTOJTHBIM BHJIOBBIM COCTABOM (MOHO- ¥ OJIMTOBU/IOBBIX ). IIpu 3TOM ObLIO
MOKA3aHO, YTO Mepa BHYTPHUTPYIIIOBOrO MOPHOpasHOoOpasust MOKeT ObITh HC-
MOJTb30BaHa JIJISI OIIEHKU HEeCTAOMIbHOCTU MOPGOTeHe3a B HEOIATOIPUSITHBIX YC-
soBusix (Bacuies u 1p., 2010a, 2018a, 6). 1. Tpano u [Ixx. Berimakepom (Granot,
Belmaker, 2020) B pesyjbrate cTaTHMCTHYECKOrO MeTaaHaausa (meta-analysis)
3HAYUTENLHOTO 00beMa MaTephasia JI0Ka3aHa 3HAYMMAsi OTPHUIATENIbHAST KOppe-
JISITIUS MESK/TY CPEJIHEeH TIMPUHON HUIIM U BUIOBBIM GOTATCTBOM COOBIIECTB, UTO
takske oarsep:kaaet runotedy E.H. Byksapésoii u .M. Anemenko (2013).

[IpumeHeHue MeTo10B reomerpudeckoil Mopomerpun (Rohlf, Slice, 1990,
[MaBnunos, Muxkemmna, 2002; Zelditch et al., 2004; Klingenberg, 201 1; Bacuibes
u 1p., 20186) mosBoJisger pasueibHO aHAJIU3UPOBATh U3MEHUYNBOCTD Pa3MEPOB U
(opMBI 06BEKTOB,  TAKIKE OMYCKAET MOP(HOTEHETHIECKYTO TPAKTOBKY BBISBJISI-
embix pasanunii (Zelditch et al., 2004; Sheets, Zelditch, 2013). ITockobKy naH-
HBIH TIOZIXO/] JIA€T BO3BMOKHOCTH B YMCTOM BU/IE AaHAJIN3UPOBATH NU3BMEHIYUBOCTD
opmbI 06BEKTOB (€3 BJIUSHUS PasMEPOB, TOSIBUIACH BOSMOKHOCTh U3yYaTh B
o011eM MOPMOTPOCTPAHCTBE COMPSKEHHYI0 MOP(OTeHETHUECKYI0 HU3MEHYH-
BOCTH PasHBIX 110 Pa3MepaM BUJIOB, OI[EHUBAsI UX IJIABHBIM 06pa3oM MopdoreHe-
TUYECKYIO PeaKLUIO Ha uaMeHenue oouux paxropos cpeibl (Vasil'ev et al., 2015;
Bacuibes u ap., 20186).

JlJist HOKCKA TIOJIXO/I0B K TIPOTHO3UPOBAHUIO OKUIAEMBIX OUOIIEHOTUIECKUX
KPH3KCOB MOJ[ 3TH/I0H 9BOJIIOIIMOHHOI 9KOJIOTHH CETO/IHS TPOUCXOUT 00 heInHe-
HUe TAKUX HAYYHBIX HAMIPABJIEHU, KAK MOJIEKYJISIPHAST TEHETHKA U IIIUTEeHETHKA,
HBOJIIOIUOHHAST GUOJIOTHsT Pa3BUTHsI, (heHOTEHETHKA, TIOMYJISIIMOHHAsT MOPhOJI0-
U, TIOMYJISAIMOHHAS DKOJIOTUs, CUHAKOIOrUs U 6roreorpadust. C mMoeii Touku
3PEHMsT, OJIUH U3 TAKUX BEPOATHBIX TIOJXOJIOB, J0JKEH OBITh CBSI3aH C UCIOIB30-
BaHUEeM KOHIenuu Mopdosornyeckoii Huim — Mopdonuim MH (morphoniche
— MN), ormmpatoriieticst Ha JOCTUKEHUST BCEX ATUX HAYYHbIX HAITPABJICHWH.

B aroii cBs3M 1esib Hammell KHUTW — TOMBITKA Pa3BUTUS U HOCTPOEHUS
HBOJIIOIMOHHO-9KOJOTUIECKON KOHIIENIIUA MOPMOHUIITN KaK YacTH MHOTO-
MEPHOH 9KOJIOTHUECKOH HUIITHU, XapaKTepU3yoliei mpeaeibl (eHOTUMTUIeCKON
MJTACTUYIHOCTH 0COOEH, TIEHOTIOMYIAINN ¥ TAKCOIIEHOB Ha OCHOBE METO/IOB IO~
MeTpudeckoil Mopdomerpun u perorerernkn. Ocoboe BHUMAHUE MOCBAIIECHO
paspaboTke 0011eil METOJOJOINN 1 KOHKPETHBIX CIIOCOO0B OLEHKU COOTHOIIIE-
HUI MOP(OIPOCTPAHCTB, 3aHATHIX MOPMOHUIIAME 0COGEH, TIEHOTOMYJIAINI 1
TaKCOIICHOB, a TAK)Ke X U3MEHEHUI B PA3HBIX YCIOBUSIX.
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I'masa 1
IJBoaonnoHHad 3kojgoruga B XXI B.

B xonre XX B. u Hauase XXI B. mpoucxoanio ObICTPOEe UBMEHEHHE COCTABA
OGUOTHI BO BCEX PErMOHAX 3eMJIH, BhI3BAHHOE HAPACTAIOIINM TEXHOT€HHBIM 3arpsi3-
HEeHUeM U ypOaHU3aIiell TepprTOPUi, XUITHIIECKIM UCTPEOIEHNEM MacCOBBIX
PeCypPCHBIX BUJIOB JKMBOTHBIX M PACTEHUT, OTTOPKEHNUEM CETLCKOX03STHCTBEHHBIX
YTOIWiA, CTPEMUTEBHBIM YHUUTOKEHIEM BO30OHOBJISIEMBIX TIPHUPOIHBIX PECYP-
COB U BBIMHUPaHIEM ys13BUMbIX BU0B (Schoener, 2011). Biarogaps couetanHOMY
BJIMSTHUEO @HTPOTIOTEHHBIX U KIIMMATUYECKUX (PaKTOPOB BO3POCIIO YUHCIIO GHOIOTH-
YECKUMX UHBA3UI CO CTOPOHBI UYKEPOHBIX BUIOB U (POPMUPOBAHIE «THOPUIHBIX>
PEKOMOMHAHTHBIX OMOTHYECKUX COOOLIECTB ¢ HOBBIMU OMOJIOTMYECKUME CBOI-
crBamu (Rotherham, 2017). Corsacto cyIiiiecTBYIOMMUM MUPOBBIM TIPOTHO3aM, Ha
3eMite 0KU/IAeTCS TIPOSIBJICHIE PETHOHATBHBIX 1 TI00ATBHOTO GUOTIEHOTHYECKUX
kpusucos (FKepuxun, 2003; Moyne, Neige, 2007; Palkovacs, Hendry, 2010). 310
Hen36eKHO PUBEJET K TOMY, YTO 3BOJIONMOHHAS 9KoJIoTHs K cepeanne XXI B.
CTaHeT He TOJIbKO TEOPETHYECKOI, HO 1 TIPUKJIaiHOM Haykol (Bacuibes, bosbiina-
k0B, 1994; Thompson, 1998) u zaiiMer B 61OIOTUK JIUAUPYIOLIEE TON0KEHHE, Ka-
KO€ B HacTosllee BpeMsi 3aHuMaeT MoJekyJisapHas ouosiorus (Read, Clark, 2006;
Sutherland, 2013; Duncan et al., 2014).

B mocresme recATieTHs B GUOJIOTHN TPOU3OIIIEN CYIECTBEHHBIN TIepe-
CMOTP MHOTHUX TEOPETHUYECKUX MPEACTABICHUH, TPAJUIIMOHHO JTOMUHUPO-
BaBIMMX Ha mpoTrsskeHnn XX B. M3aMeHmsnch copepskaHue W HalpaBIeHUS
WCCJICIOBAHUN B TEHETHKE, OMOJOTHY PA3BUTUsI, 9KOJOTUH W 9BOJIOIMOHHON
GUOJIOTHH, YTO B MIEPBYIO OUEPE/Ib CBA3AHO C MOSIBICHIEM HOBBIX TEXHOJIOTHYE-
CKUX BO3MOKHOCTEN MOJIEKYISIpHON reHeTuru. Ocodoe 3HaUeHUE TaKKe MEIOT
MHOTOYHMCJIEHHBIE TPSIMBIE I0KA3aTEIbCTBA POJIU ATTUTEHOMHBIX TIEPECTPOEK (Me-
tusnuposanue JIHK, usmeneHme JoKaIM3ann MOOUIbHBIX 3JIEMEHTOB T€HOMA U
Ip.) B IPOSIBJIEHUN [IJIAIUXCsT MoauduKaimii heHoTuna, a Takske peasbHOCTU
TpanCcreHepanuoOHHOTO HACIEOBAHUS IMUTeHeTUIECKUX U3MEHEH I CTPYKTYPhI
1 (PYHKIIMOHUPOBAHUS TEHOMA, BBI3BAHHBIX CTPECCOBBIMU CPeIOBbIMU 3hek-
tamu (Jablonka, Lamb, 2010; Bonduriansky, 2012; Burggren, 2016). Biaroga-
PS OTKPBITUSAM B 06JIaCTH SIMUTEHOMUKH, TIPE/ICTaBICHNs, Ka3aBimecss B XX B.
«MAJIOBEPOSITHBIMU» UJIU <IIOJTHOCTBIO ONMOOYHBIMI», B YACTHOCTH TIpobIeMa
«HacJjen0BaHus IproGpeTeHHbIX npusHakos» (Waddington, 1942a, 1953, 1956,
1958), mepenuin B pa3psiji «[MOJTHOCTBIO IOKA3AHHBIX> U MIHPOKO 00CYKIAEMbIX
(Jablonka, Lamb, 2010; Bonduriansky et al., 2012; Ledon-Rettig, 2013; Duncan
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et al., 2014; Burggren, 2016). TTo aToii npudiHe BOSHUKIIA HEOOXOUMOCTh PEBHU-
3UH 9BOJIIOTIMOHHBIX MTPE/ICTABICHUI, BKJIIOYAs MIEPECMOTP /10 CUX TIOP IOMUHU-
pyIOIIell TeHOIIEHTPUUECKO# crHTeTHYecKoil Teopun asosmoru (Huxley, 1945)
— CT9 (B anrsosssiunoii sepcur —Modern Synthesis (MS).

Hauunas ¢ xonma XX B., B kauecTBe asbTrepHaTBbl CTO paccmarpuBaet-
¢4 anureneTndeckas Teopus apodionun (ITI), npemyoxxennas M.A. umku-
ueiM (1984, 1986, 1988, 2006, 2012) u onuparoniasica Ha npeacrabiaenus N.1.
IIImaneraysena (1938, 1941a, 6, 1969) u K.X. Yommuurrona (Waddington,
1942a,b, 1957b; Yopaunrron, 1964). Beicrpoe passurue suuredetuku B XXI B.
(e u ap., 2010) u pacrylee ocosHaHKe ee BeAylleil poiu BO MHOTUX 00J1a-
crax 6uomnorun (Dickins, Rahman, 2012; Burggren, 2016), meauinsr (Dupont
et al., 2009) u ceabckoro xossiicta (Bilichak, Kovalchuk, 2016) cospasno ais
IT3I npouHblii HayyHbIiT Ga3uc, OMUPAIONIMIICSA HA cCaMble COBPEMEHHbIe (hyH/1a-
MeHTaJIbHbIe MTPE/ICTABIEHUS U HAYYHbIe TEXHOJIOTHY B 00JIACTH STUTEHETUKY 1
AMUTEHOMUKH,

[TockosibKy HOBasi AMUTEHETHYECKAST TPAKTOBKA MEXAHM3MOB ABOJIONNU B
pycae OTD u PIAC pomyckaer GbICTPBIE SBOJIIOIHOHHO-9KOJOTHYECKIE TIepe-
CTPOUKH 32 OTHOCUTENIBHO KOPOTKHE MCTOPUYECKUE BPEMEHA, TIOSBISETCS pe-
aJIbHast BO3MOKHOCTD €CJIU He YITPABJISATH MUKPOIBOJIOITMOHHBIM TTPOTIECCOM, TO
MOMBITATHCST €10 OGHAPYKUBATH U TIPOTHO3UPOBATE. [lepecMOTp TEOPEeTUIECKUX
npencrabiaenuii #a ocHoBe PAC n/mimm T nosken KacaTbCss ¥ 9BOJIIOINOH-
HOM aKoorun (JI), 3HAYNTENbHBIN BKJIAJ B TOSBJIEHUE W PA3BUTHE KOTOPOI
Brec akagemuk C.C. [Isapir (1969, 1980). [Tockosbky I3 110 ero mnpencrasie-
HUSIM BO MHOTOM OITMPaIach UMeHHO Ha kouteniuu CT3, HeoOX0AUMO OLEHUTh
COBpeEMEHHOE cofiepsKaHie JD B CPABHEHUU C UCXOIHBIMU MTPEICTABIEHUSIMU.

1.1. ICTOPUYECKUE ACIIEKTbI CTAHOBJIEHU S
9BOJIIOIIMOHHO 9K0JIOTUU

IBOJONMOHHAS 9KOJIOTHS (D) HOCUT MEKIUCIUIIIMHAPHBIN XapaKTep,
YACTUYHO OOBEAUHSSA IBOJIONMMOHUKY (IBOJIONMOHHYIO TEOPHIO), 9KOJOTUIO
HOTYJISAIII U cO06IIEecTB, GHOTEOIEHOIOTHIO, HCTOPUUYECKYIO HKOJIOTHIO, GHO-
reorpaduio, ¢uroreorpadguio u (UIOIEHOTEHETUKY, U, BEPOSITHO, BO3HUKJIA
HECKOJIBKO PAHbIIE, YeM 9TOMY HATPABJICHUIO OBLIO laHo HasBaHue. [IpusHaku
D3I mpoIBUINCH yke B aBommonmorHoi Teopun JK.-B. Jlamapka. B n3BectHOM
CMBICTIE 9KOJIOTUYECKIE W HBOJIIOIMOHHbBIE TTPEJCTABICHUS, PA3BUBABINNECS B
Poccun K.@. Pyibe, Takske MOKHO PUUUCIUTh K JD. B To ke BpeMst TpyaHO
COMHEBATBLCS B TOM, UTO TIEPBBIM «IBOJIOIMOHHBIM 3KOJIOTOM»> CJIEAYET CIMTATD
Y. Tapsuna (Darwin, 1859; uut 1o Japsu, 1937) npeanioxusiinero uaeio 60pb-
ObI 3a CyI[ECTBOBAHUE W BBITEKAIOINIMIT W3 Hee 9BOMIOIIMOHHO-9KOJIOTHUECKUI
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MEXaHU3M €CTeCTBEHHOTO 0TOOpa. B 3TOil CBSI3M Ba)kKHO OTMETUTbH, YTO U3BECT-
ubiil mostbekuit axogior K. Ilerpycesuu (Petrusewicz, 1959) osarmasui oy
u3 cBoux pabor «Teopust aBosonun JlapBuHa ecTh Teopust sKogorndeckasi». C
npyroi croponsl, /I.H. KamkapoB moauepKHyJI, 9TO «...9K0JIOT MOKET U JIOJIKCH
MHTEPecoBaTbcs Bolpocamu aBoJiiouuy (1933, ¢. 196). 3naunTenbHbIN BRI
B TIPE/ICTaBJIEHNs], BEIYIIIE K COBpeMEHHOI D9, Oe3ycsioBHO, BHeC I Y. DITOH
(Elton, 1930), /I.H. Kamkapos (1933), C.A. Ceseprios (1941, 1951), a nosanee
Jx. Xaruuncon (Hutchinson, 1957, 1959, 1965b) u, 6e3yciosno, P. Makapryp
(MacArthur, 1961, 1962, 1964, 1965, 1968).

Hanucannbie B 30—40-¢ roapr XX B. pabotsr C.A. CeBepiioBa MOIyT paccMma-
TPUBATBCS B KAUECTBE ITMOHEPHOI BEPCHH 9BOTIOIUOHHON aKosoruu (UepHoB,
1996). Bepostho, C.A. CeBepIioB, TIepBbIM TTPUMEHUJ CJIOBOCOYETAHUE <«IBO-
JIIOTIFIOHHAS 9KOJIOTHsT». VI3HAUaIhHO OH OMPEEIST IIUKJI CBOMX NCCJIEI0OBAHUI
KaK U3y4YeHe 9BOJIONNN «OTHOIIEHUIT CO CPEIOi B CBsI3M ¢ MOPGOTeHe30M», TI0-
CKOJIBKY OBIJI 3aMHTEPECOBAH B PA3BUTHU 9KOJOTHYECKOTO 000CHOBAHUS B3IJIsI-
noB A.H. Cesepriosa (1921) o 6uosorunueckom mporpecce u MophoJ0rndecKux
3aKOHOMEPHOCTSIX HBOJIONNU, BKIOYAS HKOJOTUIECKYIO TPAKTOBKY SIBJIECHUN
apoMopdosa 1 uarnoasantanuu. IlosaHee ol Tpuiiesa Kk 6oJee MUPOKOMY TIOHMU-
MAHUIO ITPOOJIEMBI, OTIPEIEJISIS €€ KaK UCCIIETOBAHUE «IBOJIIOIIUHU KOJIOTUIECKUX
OTHOILIEHUH U ... U3MeHeHUH (HOPM 1 MHTEHCUBHOCTH GOPHOBI 32 CYIIECTBOBAHIE
B ¢Bs131 ¢ agantuorenesom» (Ceseprios, 1951).

WNurtepecto OTMETUTD OTHOCUTEJIBHO paHHee YIOMUHANNE TEPMUHA «IBO-
JornronHast akosorus» u B.H. Beknemumessivm (1945). Pacemarpusas nipobiie-
MBI 9KOJIOTHYECKON TTapa3UTOJOTUH, OH MapaJIeJIbHO Pa3Buil GoJiee MUPOKUe
MPEJICTABIEHUST O HEOOXOAUMOCTH CO3/[aHUSI CPABHUTEIHHOU 3KOJOTUHU, HC-
MOJIB3YIONIEN B KAUeCTBe eMHUI[ CPABHEHMS KU3HEHHbIE CXeMbl BUJIA — «CO-
BOKYITHOCTh BCEX B3aMMOOTHOIIEHWII BUA CO BCEMU DJIEMEHTAMU €r0 CPEJIbI
06UTaHVSI U B TIEPBYIO OYEPEbh — COBOKYITHOCTD IIPUCIOCOOIEHUET B/ K COBO-
KYITHOCTH yCJIOBUH ero cymiectBoBanust» ( bekmemutes, 1945, c. 8). 3ameuy, 4to
B HAIlIM /IHU B aHIJIOSI3BIYHON JUTEpaType (DUTypUPYeT SKBUBAJIEHT «KM3HEH-
HOIl cxembl» — «life history» (skusnennbiii ukor). B.H. Bekemuies mosaral,
YTO CPABHUTEJIbHAS HKOJOTHS KM3HEHHBIX CXEM BUJIOB MOJKET CTaTh OCHOBOW
LTS CO3JTAHMST 9BOJTIOIIMOHHON 9KOJIOTUH B €T0 TOHUMAHUH, OJTHAKO B TO JKe Bpe-
M CYUTAJ, YTO TIOSBJICHIE 9BOMOIMOHHON 9KOJIOTUN TIOKA BECbMa OTIaJIeHHAS
3a/1aua, TaK KaK eIrle He co3/IaHa ee 0CHOBA — CUCTEMa CPABHUTEIBHOM 9KOJIOTHH,
MO3TOMY B IAHHOM CJIy4ae OH OICHWJI JINIITh MOTEHITUATHHYIO BOBMOKHOCTH CO3-
JIAHWS 9BOJIIOIIMOHHON 9KOJOTHH. Ba’KHO OTMETUTBH, UTO TA BEPCHS «3BOJIOIIH-
OHHOIl 3KOJIOTUN» KOHTEKCTHO ObLTa BO MHOTOM OPUEHTHPOBAHA HAa PA3BUTHE
DBOJIIOIIMOHHON APA3UTOJOTUH U CPABHUTEJIBHON JKOJIOTUU TAPAZUTAPHBIX

23



A.l Bacunves KOHIEIII[UA MOPDOHUIIIN...

dhopm 1 B mocsIeayomnx pabotax aBTOPOM, K COKaJIEHU0, OOJIbIIE He pa3BIBa-
Jiack (cM. Mupaosin, 2007).

ITo muenuto C.C. IIIapia (1969, 1980; Shvarts, 1977) — 0CHOBOIOIOKHU-
Ka HarboJjiee M3BECTHOM B MUPE POCCUIICKOI BEPCUU 9BOJIIOLMOHHON 9KOJOIHH,
onauM u3 ee ipeared 66wt Topaon Opuatc (Orians, 1962), KoTopbiil moJarai, 4To
reHepajibHOIl TeOpUeil 9KOJOIMK ABJISIETCS TEOPUs ecTecTBeHHOro orbopa. O,
BEPOSITHO, MIEPBbIM B aHIJIOA3BIYHOM JIMTEpPAaType YIIOTPEOUI TEPMUH <dBOJIIO-
IIMOHHAST HKOJIOTHsI», HO, CKOpee, B MeTahOPUIECKOM CMBICJIE, TTOCKOJIBKY, B3sIB
3a OCHOBY TOUKY 3peHust IpHcTa Maiipa o nenenun Beeil 61oornn Ha (PyHKIM-
OHAJIbHYTO ¥ 3BOJIIOIMOHHYIO, TOKE PA3JIEIII KOJOTHIO HA (DYHKITHOHATBHYIO
U 9BOJIIOIMOHHYIO. B KadecTBe nprMepa TUITUYHOTO HOCUTEJISI 3BOJIOIIMOHHO-
9KOJIOTUYECKUX B3TJIsII0B OPUIHC pacCMaTPUBAJ UCCIIEJOBAHUS BbIIAIOIIETOCS
sKoJIora 1 aBosonnonucra — Jasuza Jlaka. Cam /1. JIak (Lack, 1946), kotoporo
C.C. IIBap1 Takke cUMTAJ OJIHUM M3 TJIABHBIX MTPOBO3BECTHUKOB DI, COTJa-
cuscst ¢ OpusHCOM, B CBOIO OUEPE/Ih COCJIABIINCH Ha €T0 CTaThio, U B Ha3BaHUU
cBOell paboThl 0603HAYII ManHoe Hampasienue Kak «Evolutionary Ecologys.
OH BU/IEJT OCHOBHYIO €€ 3a/1a4y B U3yUEHUH IBOJIOIUOHHON 00YCIOBICHHOCTH
9KOJIOTUYECKOI crieln(UKN BUZIOB U BHYTPUBHUIOBBIX (DOPM, a TaKk)ke CTAHOBJIE-
HUS U pa3BUTHUS 9KoJoTudecKkux agantaruii. [1o JIaky ciaemyet pa3nmdaTs Hemo-
CPEJICTBEHHBIE 9KOJIOTHUECKNE OCOOEHHOCTU OPTraHU3MOB B CKJIAJIBIBAIOIIIXCSI
KOHKPETHBIX YCJIOBUSIX U T€, KOTOPble BhIpabOTaHbl U 3aKPEIJIEHbI B IIPOIECCE
9BOJIOLNN KaK COOCTBEHHO 9KOJIOIMYECKUe afalTalliu.

B cBoto ouepenp C.C. IllBapir ctpemuiics 1mokasaTh, 4YTO 3BOJIOIMOHHAS
9KOJIOTHST HalleleHa Ha <«W3ydyeHHe M3MEHEHUH B3auMOOTHOIIEHUNH OpraHu3-
MOB B TIpoliecce (hUIOTEHETUYECKOTO PA3BUTHST OT/IesIbHBIX TpyTin> (1969, ¢. 9)
U 9KOJIOTHYECKMX MEXaHM3MOB JBOJIOINU, OMMPAsiCh HA IKCIIEPUMEHTAIBLHOE
M3y4YeHHNE «3aBUCUMOCTU MEKY 9KOJOTHUYECKON U TEHETHYECKOU CTPYKTYPOi
IIPUPOJIHBIX TOMYJISIIIUIN, C OJIHOM CTOPOHBI, U UX MPOAYKTUBHOCTHIO W TIPUCIIO-
cobisieMocThio — ¢ apyroii» (Tam ke, ¢. 174). TloaToMy, ClIeyeT COrIaCUThCS €
I0.1. Yepnoswim (1996) B TOM, 4TO CTaHOBJIEHNE IBOJIOIMOHHON IKOJOTUU B
MUpE JOJIZKHO ObITh CBsI3aHO B NepByIo ouepenb ¢ umeHamu C.A. Cesepiiosa, /1.
Jlaxa u C.C. IlIBapma.

C.C. IlIBapi mpuHSAT B KayeCcTBEe TEHETHMYECKOW OCHOBBI 3BOJIIOITMOHHO-
9KOJIOTHYECKUX TpeicTaBieHuii 6azosbie upen CTI. OH XOPOIIO MOHUMA KAK
HKOJIOT, UTO HEOJAPBUHU3M He MOKET O0BSCHUTH MHOTHE KJIIOUEBBIE ACTIEKTHI
HBOJIIOIIN, BKJIIOUAst BUZ00OpasoBaHue (TIOCKOJBKY €TI0 HEJb3st CBECTU TOJBKO K
BHYTPUBHIOBOU Muddepeniipaiinm ), a Takyke MaKpoaBoJioinio. Kpome Toro, on
CUMTAJ, YTO «KOCBEHHAsT POJIb (DEHOTUITMUECKUX MEXAaHU3MOB B 9BOJIIOIINH, Be-
posiTHO, boJiee cepbe3Ha, YeM 9TO IpejcTaBisiercs Heogapsunusmoms> (IIsapii,
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1969, c. 12). IIpu 3TOM OH TOAYEPKUBAJI, UTO «... HeBHUMaHUEe CUHTETUIECKOI
TEOPUH IBOJIOTIH K BOTIPOCaM (hU3NOJIOTUHN PA3BUTHS, (DEHOTUITMUECKOI peain-
3aIlUU TEHOTHUTIA, K SMUTEHETUKE CIIeyeT, BEPOSATHO, TAKXKe OTHECTU K YUCITY ee
HEJIOCTATKOB, HO 9TOT HE[OCTATOK HE MOKET ObITh ITPEOI0JIEH Ha OCHOBE JIaMap-
KOBCKUX KOHITemuil. HaobopoT, IpuMeHEeHUE K PEIIEHUIO €r0 HEKOTOPIX MPHH-
IUIIOB 9KOJIOTMU MOKET OKazaThCsl ouyeHb 1ogoTBopubiMy (IIIBapi, 1969, c.
12). Henoroe coorBetctBre I (B norumannu ee C.C. [lIBapiiem) moctyiatam
HEeo/IAPBUHU3MA CJIE/lyeT 13 ero yTBepskaenus: «Borpoc «Bum — He Buay peria-
€TCsI Ha 9KOJIOTUYECKOM, a He Ha (PU3MOJIOTUYECKOM UJIU TEHETUYECKOM YPOBHE>
(IlIBapw, 19736, c. 15). Ewme 6osiee cTpOro aTo OTPasKEHO B APYTOM €0 YTBEPIK-
NeHUN: «...BU/bl HE TIOTOMY BU/IBI, YTO OHU HE CKPEIMBAIOTCS, & OHU IOTOMY He
ckperuBatorcd, yTo oHu Buably (IlIBapiy, 1969, c. 149). 13 atux yTBep:Raenmii
SIBHO CJIEIyeT TTPUMAT 9KOJIOTHH, & He TEHETHKH B MPOIECCE BU00OPA3OBAHUS.
C ero TOUKM 3peHUST UMEHHO 9KOJIOTHUECKIEe MEXaHU3MBI 1 (PaKTOPHI B IEPBYIO
ouepesib 00YCJIOBIMBAIOT TOT Iporiecc. Tlocsentee SBHO OTIMYANOCH OT MPE/-
craByiennit HeomapBuHuaMa cepeunbl XX B. Tem He menee C.C. I1IBapi B Teo-
PETHUYECKUX TIOCTPOEHUSX BCe JKe MPe/Iovest omupatbest mMenHo Ha CTO kak Ha
HaurboJiee Pa3BUTYIO B T€ TOJBI B MUPE BOJIIOIMOHHY0 Teoputo. He ciyuaiiHo,
TOBOPST O TIPEIBICTOPUN CTAHOBJIEHUST DI, OH OTMETHUI OOJBINOE 3HAUCHUE TSI
ee pasBUTUS IPEACTABICHII 00 9KOJOIrMYECKOI reHeTHKe, pa3BuBaBinuxcs J.5.
®oppom (Ford, 1940, 1964) u .M. Jlepuepom (Lerner, 1965). Ou mosarait, 4o
9TO HAINPaBJIeHNE B HAUOOJIbIIEN CTENEHN TPUOJIMKAETCS K CYITHOCTA DI B €10
MTOHUMAHWH, HO JIE)KUT B PYCJIe TeHETHKH, & He 9KOJIOTUN.

Tem ne menee C.C. IIIBapir B ociefHAE TOBI JKU3HU KOJIEOAIICST TIPU BBIOO-
pe 0ObSICHEHMS BELYIIIUX MEXaHU3MOB (hOPMOOOPA30BAHNUS U BUZ00OPA30BAHUS,
OTYACTH JIOTyCKasi U BO3MOKHOCTh HeolaMapKu3Ma. 1 prcyTCcTBOBAJ HAa OTHOM
u3 HaydHbIX cemuHapos 3o0s0roB MIPusK YHII PAH, xotopsrii cocrosiics B
KoHIle 1974 r. u npoxoauy B 60JIbLUIOM AUPEKTOPCKOM KabuHeTe akagemuka. Ha
ceMUHape CJYIIAIN TOKIA]] IEHIMHTPAJCKOTO SHTOMOJIOTa-3Bororormcra [ X.
TamomHrKoBa 06 UTOTAX HKCIEPUMEHTATBHOTO (hopMoobpasoBamiist y Tiaei. B
HacTosiiiee BpeMst a1 paboThl Xopotio ussectHbl ([Manomrkos, 1978; KoJe-
coBa 1 1p., 1980). HaromHt0, 4T0 GOIBIIHHCTBO BUIOB TJIEH SBJISTIOTCS KITOHAJb-
HO-TTAHMUKTHUYECKUMU KUBOTHBIMU, Y KOTOPHIX B T€UEHUE CE30HA UYEPEAYIOTCS
KJIOHAJIbHBIE TTAPTEHOTEHETHYECKUE BETreTaTUBHbIE ITOKOJIEHNS, & B KOHIIE CE30HA
00BIUHO (hOPMUPYETCST MTAHMUKTHUECKASI TeHePaTHBHAS (hasa U OCYIIECTBIISIETCS
nosoBoe pasmHoxkeHue. [.X. IIamonHuKoB TOMECTHII «M30TeHHOe» KJIOHAJb-
HOEe TIOTOMCTBO OT CaMKWH, MPUHAJIEKAIIEH OMHON pace TJel, Ha JIUCThS pac-
TEHUSI-XO3sIMHA, Ha KOTOPOM OOUTAEeT JApyrasi paca 3TOTO Buja. llapasuiesbHo
Oblyla MPOM3BEIeHA TOYHO TaKasl JKe MePecajika TpeCcTaBuTeNeil IPyroit pacs
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€O CBOETO PACTEHMsI Ha JIUCThSI TOTO PACTEHUSI-XO3sIMHA, HA KOTOPOM O0MTaIN
[IPEICTaBUTEH TIEPBOI pachl. JIpyriuMu ciroBaMu, ObLT OCYIIECTBICH B3AUMHBIN
(PELMIIPOKHDBIN) TIEPEHOC UCXOAHBIX Pac B UysKylo cpeay obuTanus. B 1mepsbix
MOKOJIEHUSIX HAOJIOIA/IN BHICOKYIO CMEPTHOCTb, & K KOHILY C€30HA CMEPTHOCTh
HKCIEPUMEHTAIbHBIX TJIei ysKe OblLIa COMOCTaBMMa € KOHTPOJbHBIMU TPYIIIIa-
MU, KOTOPbIe 00MTa/IN Ha CBOUX pacTeHusaX-xo3sieBax. OKaszanoch, 4To 0be 9Kc-
repuMeHTaIbHbIE TPYIIIBI TJIEN MapajielbHO MOP(OJIOTUYECKU UBMEHUTUCH B
HanpasJieHun nprobpererust (eHOTUIIA TOI pachl, KOTOPask UCXOAHO Hacessiia
nanHoe pacterre. OHM (PaKTUYECKU ITOMEHSTUCH (PEHOTUTIAMU, U 9TH U3MEHEH-
Hble (DEHOTUTIBI COXPAHSIUCH HA CJIeIYIONINI TOJl, PAa3BUBASICh Y Ke U3 OTJIOKEH-
HBIX SIMIL. 32 OJIMH CE30H TAKUM IIyTeM ObLIO OCYIIECTBIEHO 9KCIIEPUMEHTAIBHOE
opmoobpazoBaHue, KOTOPOE COMOCTABUMO C HOSIBJEHUEM HOBBIX IOJBHIOB
(HeKoTOpbIe OMTUMHUCTUYECKU HACTPOEeHHBIe aBTOPHI, Bkiouas C.B. Meiiena
(1988) u JI.JI. Tpoxnuiikoro (2002), mosrarajiu, 4To pedb 31€Ch UaeT 06 SKCIepu-
MEHTAJIbHOM BUI000pa30BaHIN).

Pe3ysibraThl SKCIIEPUMEHTOB PE3KO BLIXOUIIH 3a MPeIesbl KAHOHUIECKUX
npeacrasienuii B pyciae CTI (mosaHee ObLI, KaK U3BECTHO, OTKPBIT IHAOMEH03
TJIel, HO M OH He MOI' OObSICHUTD TAKOI BHICOKUI TEMII U HAIIPABJIEHHOCTD (hOp-
MOOOpa30BaHMsI B M30TEHHBIX KJIOHAJBHBIX JUHUAX) U BecbMa yaupuan Cra-
nucaasa Cemenosuua [IBapita. TIpu o6cysKIeHNE TOKIa/Ia OH MOAYEPKHYJL, 4TO
pe3yabrarsl onbiToB leoprus Xpuctodoposuya [anonHukoBa SBHO TPOTHBO-
peyar CUHTETUYECKOM TeOPHUH dBOJIIOLUH, 3aT€M 3alyMaJICs U 110¢/1e HeOOIbIION
ray3bl, BAPYT 3aKI0YNI: «B03MOKHO, MBI HAXO/IUMCS Ha HOBOM BHUTKE HeOJIa-
MapkusMa». CaM akajeMHK, KaK M3BECTHO, OOBIYHO MPUIEPKUBAJICA B CBOMX
PACCYKAEHUSIX TPAJAUITMOHHBIX B3TJISZIOB B PAMKaX HEOJ[APBUHU3MA, TIUCAT O TO-
MeOCTaTUYECKHIX KOJeOaHUAX FeHEeTUYECKOI CTPYKTYPbI MOIYJIALMI, B KOTOPBIX
BaKHEHIIMM (PaKTOPOM CUUTAJ €CTECTBEHHBIH 0TOOP, MOITOMY €r0 CJIOBa MPOo-
3ByYAJIN JIJIST IPUCYTCTBYIONIUX BEChbMa HEOXKU/IAHHO U 3aCTaBUJIN BCEX, B TOM
yucse W MeHsl, cepbe3Ho 3amymaThest. OpHako Tak gyman akagemuk IlIBapir B
camble MTOocJIe/THUE TO/IbI JKU3HU. S TTncans o BEpOosITHOM 9MUTEeHETUIECKOM MeXa-
HU3Me 9TOM mepecTpoiikn Mopdorenesa Tiiell B Hadase Beka (Bacuibes, 2005),
a CETO/IHS ATO YK€ MOKHO MTPOBEPUTH METOAMU INMUTEHETUKH.

[TockosbKy HarboJIee Ba)KHBIME KJIFOUEBBIMU GJIOKaMU 9BOJIOIIMOHHO-9KO-
JIOTMYeCKO Teopun Bugoobpasosanus, paspaborannoil C.C. IIsapuem (1969,
1973a, 1980), 6bLIH HAYAIBHBIE MTPOIIECCHI MOMYJISIIHOHHBIX MUKDPOIBOJIOIH-
OHHBIX SIBJICHUI, TO HEOJAPBUHU3M €CTECTBEHHBIM 00PA30M ObLJI UM TIPUHST B
KauecTBe TeopeTnueckoil 6asnpl DI: «Ilomyistius — GUOJOTHYECKOE eJIUMHCTBO,
reHeTUYeCKoe M 9KOJIOIMYEeCKOe IPOsIBJIeHHE KOTOPOro B3auMOOOYCJIOBJIEHBL.
BszanMocBs3b 9K0JI0rMUecKOoro v reHeTHYeCKOro B IOIYJISAIMT — 9TO TOT (hOH, HA
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KOTOPOM Pa3BePTHIBAIOTCS AJIEMEHTapHbIE HBOJIIOIMOHHbIE siBiIeHusy> (I1IBapii,
1969, c. 18). Ha ocuoBanuu atoro C.C. IlIBapii (1969) nipuiiies Kk 3ak/oueHunio,
YTO TJIABHASA 33/1a4a IO 3aKJ0YAETCS BO BCECTOPOHHEM UCCIIE/IOBAHUN JIBUIKY-
MIMX CHJI 3BOJTIONUH HA OCHOBE €€ AKOJOTMYECKUX MEXaHU3MOB.

[lanbHeliee pa3BuTHe 3BOTIOIMUOHHO-3KOJIOTHIECKUX B3TTISAN0B B XX B.
YaCTO CBSI3BIBAIOT C CUHAKOJIOTHUECKUMHU ujiestMiu, chopmynupoBanibivu J. [1u-
ankoii (1981), I1. [Lxkumnepom (1988) u M. Posentseiirom (Rosenzweig, 2003).

[IpezcraBiisier unTEPEC KPATKO COMIOCTABUTD CYIIIHOCTD HBOJIIOIUOHHO-9KO-
Jlornyeckux npescrasiaenuii, chopmyimposanubix C.C. [lIsapiiem (1969, 1980),
¢ Bepcueil D9, U3JI0KeHHO! B oHonMeHHoi MoHorpaduu J.P. [Tuanku (1981).
HamoMHuM, 4TO Ha aHTIIMHCKOM SI3bIKE BTOPOE M3/aHue 9TOH KHUTH ObLIO OTTy-
6mukosaro B 1978 1. ImaBHas ocoGeHHOCTH 2BOJIONMOHHON akosoruu C.C.
[Isapra cocTosiia B TOM, 4TO OHa Oblya HaIleJIeHa Ha UCTOJIb30BAHIE METOIOB
MOTYIAHOHHON GMOJOTHI IS M3YYEHNUsT TIPOIIecca HBOTIONNH, CO3IAHIE KO-
JIOTUYECKW OPUEHTUPOBAHHON HOBOI 9BOJIIOIMOHHON TEOPHH. JTa HaIPaBJIeH-
HOCTb HarboJree akTyabHa 1 B Haiire BpeMsi. C Ipyroii CTOPOHbL, 9BOMOIIMOHHAS
srosorust J.P. Tlunanku Oblia HalpaBjieHa Ha TPUMEHEHHE DBOJIOIMOHHBIX
MOHATHUH /11 0OBSICHEHUS TIOMYJISIIINOHHBIX SIBJIEHWI, n3ydeHne (GyHKIMOHN-
POBAHUS 1 TPOUCXOKIEHUS OroTudeckux coobmtects. Iosaree 10.M1. YepHoB
(2008) mpuies K 3aka0YeHIo, YTo B monnManuu J.P. [luanku I3 no cyre-
CTBY sABJIsIeTcst 0011eil 9KOJIOrneii, Ha OCHOBaHUM TOM MBICJIH, 4TO «...B onpeze-
JIEHHOM CMBICJIE 9KOJIOTHST — BCSI 9BOJIOIMOnHasT» (c. 83).

[TockobKy BaXKHBI He TOJBKO TOMYJISAINOHHO-9KOJOTMYECKIIe, HO U CUHI-
kosiornueckue actiekTsbl, F0. 1. Hepros (1996 ) nipey1oskuit BKIIOYUTH B COJIEPKa-
HUe 9BOJIOIMOHHON 9KOJOTUN TPU TJaBHBIX HANpaBieHus:: 1 — aKoJoruvyeckue
(haKTOPBI MUKPOIBOMIOIUOHHOTO TIPOTIECCA M BUZ00OPA30BAHUS; 2 — a/lanTali-
oreHes (BKJIIOYAs aAITUBHYTO PAIUAIIMIO M 3aXBAT HOBBIX JIAIITUBHBIX 30H); 3
— IEHOTHYeCKasl 9BOIONUS (=3BOJIIOIM HA HAJIOPraHN3MEHHOM YPOBHE Opra-
HU3AIUN KU3HN). B TocresineM cirydae oH MMeT B BUY TaKUe 9KOJOTHIECKUe
(hopMBI OpraHu3aIin, Kak «GHOIIEHO3bI, COOOIIECTBA, MOMYISAIHOHHBIE U COITH-
09KOJIOTHYECKHE CTPYKTYPBHI, KOAJATITUBHBIE KOMILTIEKCHI, MOP(hOaIalTHBHBIE
TUTBI U Ku3HeHHbIe (Gopmbl». [lo Mmuenuto 10.1. Yepnona (2008), «Ilo C.C.
[ITBapity, sBOOINUOHHAS HKOJOTHS — 9TO TMPEUMYTIECTBEHHO HBOJIOIMOHHAS
MOTYJISIIUOHHAS HKOJIOTHS, T.e. UCCIEIOBAHNE HKOJTOTHUECKUX MEXaHU3MOB U
(haxkTOPOB MUKPOIBOIOIIMOHHOTO MTPOIIECCA, KOTOPBIN COBEPITAECTCS B MOTTYJISI-
nusax» (c. 88), T.e. oTHOCUTCS K TIepBOMY HarpaBjienunto. OHAKO ¢ 9TUM MOXK-
HO COTJIACUTHCS JUIIb oTdacTH, mockobky C.C. IIBapit n ero HaydHas 1MIKoJa
MHOTO BHUMAHUS Y/IeJISUIN U UCCIIEA0BAHMIM B PYCJie BTOPOTO HAIIPABJIEHUS —
azanTanuorenesa. [Ipu aTom onu onupanuch Ha u3ydeHrie U3MEHINBOCTH MOP-
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omormueckux u MOPHOGUIUOTOTHUECKUX TPUHAKOB OOJIBIIIOTO YHC/Ia BUIOB
B IIPUPOIHBIX YCJIOBUIX U HA IKCIIEPUMEHTHI TI0 TTAPAJIIETbHOMY BBIPAITMBAHUIO
B CXOZIHBIX YCJIOBUSIX BUBAPYSI U CKPENUBAHIIO BHYTPUBUIOBBIX (hOPM U TAKCO-
HOMUYECKHU CIIOPHBIX BHU/IOB, IIPUBE3EHHbBIX U3 PA3HBIX TeOTPADUUECKIX MECT U
npupoanbix 308 (IIBapi, 1968, 1973a; [Isapit u ap., 1968; Boabiiakos, 1972;
IMokposckuii, Boubmiakos, 1979). Bompocsl sBosonun Ha GUOIEHOTUYECKOM
ypoBHe (Tperbe Hanpasyenue I mo 0.1, YepHosy) takke npusiekanu C.C.
[ITBap1ia, HO OH B Te BpeMeHa elie He BU/IeJI Iy Teil 17151 peabHOTO PellieHus 3TON
poOJIEMbI U 3aKJIIOUHIL, YTO «IBOJIONUST OPTAHU3MOB COITPOBOK/IAETCST U3Me-
HEHVEM CTPYKTYPBI M OPraHU3aI[ii X COOOIIECTB, B KOHEYHOM UTOTe — GHO-
cdepbr. KakoBa B3auMOCBsI3b MeXKLy TUMU INporieccaMu? ABTOP He CUNTAET
BO3MOYKHBIM JIasKe TTOJI0NTH K PEIeHUI0 aTOI PoBIeMbl BO BCell e MHOTOTpaH-
HocTH. MOJKHO moJarath, 4To BpeMsI aTo ele He npunwro. Ho ono mpuzer 3as-
tpa» (IllBapi, 19736, c. 213). Tem e menee C.C. IIsapir npuiues K BbIBOLY,
YTO «...[IOHSATHE <«IBOJIOIUS» HEJIb3sT OTPAHMYUBATD (DIIOTEHE30M OTHETbHBIX
BUJIOB WJI IPYIII OPraHU3MOB, OHO BKJIFOYAeT B ceOsl 1 9BOJIFOIIUIO TPUPOIHBIX
€o0011IeCTB, n3MeHeHue (hayHbl U (BIIOPHI B TIEJIOM, 9BOJIIONNIO Orochepbl. IBO-
JIOIMOHHBII TIPOIecC B OOBIYHOM CMBICJIE CJIOBA B 3HAUUTEJIBHOM CTEEHH Jie-
TEPMUHUPYETCS HBOJOIIEN OroreotieHo308» (19736, ¢. 222). TToaToMy MOKHO
3aKJIIOYUTh, 4TO Bee ykazanHbie [0.V. YepHoBbiM HampasieHust DI yxke ObLin
Hameuenbl B paborax C.C. IIIBapiia u €ro HayIHOI IITKOJIBL.

Henb3st e oTMeTUTh BasKHOCTH [IJIsI JaJIbHENIero pa3Butust DI ITOsBJIe-
Hust B Havaste XXI B. kuurn M.J[x. Becr-d6epxapn (West-Eberhard, 2003),
HOCBSIIIIEHHON W3JIOXKEHUIO PEBOJIONUOHHBIX JIJII TOTO BPEMEHU IIpelCTaBJIe-
HUH O posin (DEHOTUTIMYECKOI TIIACTUYHOCTH, MOAUDUKAIIUI U OBICTPBIX pas-
sputuiinbix (developmental) nmepectpoex B 9Bomonnu. B atoil ¢Bsasu ocoboe
3HaueHue uMeroT u 0606menus E. d6monku u M. Jlam6 (Jablonka, Lamb, 1996,
2005, 2010), mocBsileHHbIE TPAaHCIeHEPAIMOHHOMY HACJIE0BAHUIO CTPECC-
WHYIIMPOBAHHBIX ATTMTEHETHYECKUX TIePECTPOEK TeHoMa. VI3oKeHHbIe B HIX
(baxTHI 1 HOBBIE TIPEICTABIEHUS O POJIU IMUTEHETUIECKON HACIEICTBEHHOCTH,
obecrieunBaroieil BO3MOKHOCTD OCYIIECTBICHHS JMUTEHETHICCKIX MEXaHU3-
MOB OBICTPBIX MepecTpoek MopdoreHesa, TpeOYOT, Kak yiKe OTMEYasioch, mepe-
cMoTpa (hyHAaMEHTATBHBIX MIPEACTABICHUI He TOJBKO B 00JIACTH COBPEMEHHOM
TEOPUU BOJIOINH, HO U B cepe DI. Heobxoaumo ormeruts, urto C.C. IIBapir
(1973a) rakske obpaiiaa BHUMaHue Ha ocoboe 3HaYeHue aHain3a (peHoTuInde-
CKOIl m3MeHUnBOCTU (MOMMMUKAINIT) 1 MpoileccoB MopdoreHesa B aBOIIOINN-
OHHO-3KOJIOTHYECKUX HCCeoBaHusIX. OMUpasich Ha UEI0 CTaOUIM3UPYIOIIETO
or6opa M.U. MImanpraysena (1941a, 6), on chopmysuposan B 9D OpUTHHAID-
HYTO KOHIIeTHio ontumMaiabioro (penotuna (sapir, 1968).
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Ha py6eske XX—XXI BB. KJIH0UeBOE 3HAUCHHUE JIJIST PAa3BUTHUST BTOPOTO U TPe-
Thero HarpasjeHuil coppementoit I (1o 0.1, YepHnoBy) numesu HOBbIe TIPE/I-
CTaBJIEHUS ¥ KOHIIEIIIUU B 00JIaCTH TEOPUU KOIBOJIOIIUH, C(DOPMYIMPOBAHHBIE
Jlx. H. Tomiconom (Thompson, 1994, 1998, 2006). BaxknbiM JasibHeiimim sTa-
[IOM, BJIMSIIONIMM Ha pasButTre I3, MOKHO TaKKe cuuTaTh oOocHOBaHMe M.JL.
Pozenngeiirom (Rosenzweig, 2003) mpenacraienuii 06 «3KOJOTUU COTJIACOBA-
HUst» mian <axojornu npumupenusi» (Reconciliation ecology), naieneHHoi
Ha OIEHKY COIJIACOBAHHOCTU pa3MepoB BUMOBbIX apeasioB (SPAR’s — species-
area relationships) u tionaam ux ecTeCTBEHHBIX COOBIIECTB, COXPAHUBIITMXCS
B OTHOCUTEJIbHO HEMU3MEHHOM BUJIE B PE3YJIbTaTe NCTOPUYECKOI €S TENTbHOCTH
gestoBeyecTBa. [locietee caeayeT yIuThBaTh P OIEHKE YCTOMYMBOCTH GHO-
pa3Hoo6pa3ust U MPOTHO3UPOBAHUK HKOJOTUYECKUX KPUSUCHBIX SABJIECHUH TIPH
TEPECTPONKAX PETHOHATBLHBIX COOOTIECTB U 9KOCHCTEM.

KioueBoe 3nauenue /17151 DD B MOCTETHIIE TOABI UMEET Pa3BUTHE YIOMSHY-
TO BBITIIEe KOHIIETIINN PaCIIUPEeHHOTO sBomorimonHoro cuate3a — PIAC (EES)
(Pigliucci, 2007; Schoener, 2011; Dickins, Rahman, 2012; Laland et al., 2015),
MOCKOJIBKY 9TH MPEACTABICHUS BJIUSIOT HA TIOHMMaHUE MEXaHU3MOB OBICTPOI
MUKPO3BOJIFOIIUH U BUZO0OPA30BAHUS, IOTIOJHSIS UX TIPEICTABICHUSIMU 00 STIH-
reHeTyecKoM HacsenoBannn (soft heredity) u MmexaHu3amMax akTUBHOTO (hopMU-
POBaHMS HUIIHN KUBBIMU opranuaMamu (B coorBercTBuu ¢ TKH). Tem He menee
s ToJIaraio, 4To /10 HACTOSIIIETO PACIINPEHHOTO CUHTE3a eIIe 1aJIeKO, TIOCKOJIbKY
aBTopbl POC MOKa MOYTH He YYUTHIBAIOT WJIU TOJBKO YIIOMUHAIOT BJIMsiHIE GUO-
THYECKUX COOOIIECTB Ha IBOJIONUIO UX KOMIIOHEHTOB, KOTOPOE, HAITPUMED, IIIH-
poko obcyskmaanoch B.B. Kepuxunbiv (2003) nipu paccMOTpeHHUN MEXaHU3MOB
cutonenorenesa.

B zaksiouenune aToro KpaTkoro UCTOPUYECKOTO OYepPKA CTAHOBJIEHUS DI
Heb3st He yrnomsaHyTh kHUTY mpod. A.C. Ceseprosa (2013) — «3IBoonumon-
HAas 9KOJIOTHST TO3BOHOYHBIX JKUBOTHBIX», KOTOPAsI COIEPIKUT HOBBIE MATEPUATTBI
U TIPEICTABIEHUST B aHHOI obmact 6uonornu. OTMeTnM, 4To B Hell Hanbo-
Jiee TIOJTHO TIPEJICTABJICHBI ABOJIIOIMOHHO-9KOJIOTHYECKUE B3TJISIBI aBTOpa Ha
HCTOKM W CYI[HOCTh JAHHOTO HANPaBJEHUS, TOKa3bIBAeTCs HEOOXOAMMOCTh
BHYTPUBHUIOBOTO ¥ BUAOBOTO PpazHOOOpasus [1Jist obectieueHnst (GeHOMEHa «3BO-
JIIOITUOHHOTO CTA3MCA» U CB3b ABOIOMMOHHBIX TIPOTIECCOB € (PUIIOTIEHOTEHE30M.
Kpowme toro, A.C. CeBeprioB 060CHOBaAJI B KHUTE BaKHOE COOOPAKEHKE O TOM,
9TO (PUITOIEHOTEHE3 OCYIIECTBIASIETCS HE CTOIBKO 32 CUET CIEITMOTeHe3a 1 930Te-
Hesa (1epecTpoiiKu cocTaBa coobIIECTBA), CKOJIbKO 3a CYET CMEHbI JKU3HEHHbIX
dhopm u Guomopdorenesa, HEOOXOMUMBIX JIJIsI OCBOEHUsI HOBBIX aJ[alITHBHBIX
30u. K aTOMYy MbI BepHEMCSI B 3aK/II0UUTENbHBIX PAa3/esiaX KHUTH.
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1.2. KOHIEOTYAJBHOE IIPOCTPAHCTBO 3BOJIIOIUOHHOM 3KOJOTHU

IBOJTIOIMOHHAST 9KOJIOTHS SIBJISIETCST YACTHIO 9KOJIOTHH, HO €€ KOHI[EeTITyasTb-
HOE TIPOCTPAHCTBO JI0 CUX TTOP HEJIOCTATOYHO CTPOTO oTipe/iesieHo. PasHouTeHmns
coJIepIKATCS U B BUZIEHUH KOHIIETITYaJIbHOTO IIPOCTPAHCTBA CAMOIA 9KOJIOTUH, KO-
TOPOE PasHBIMK ydUeHbIME 00BIYHO TpakTyercs HeopnHakoso. [[.H. Kamkapos
(1933) BbIZIE/ISTT B 9KOJIOTHY JIBE CTOPOHBI — Ay TAKOJOTHIO U ciHaKoJoruio. H.II.
HaywmoBs (1963) cuuran, 9To TpaARIMOHHOE TIOpa3/ie/ieHre 9KOJIOTUH Ha ayTa-
KOJIOTHIO U CHHAKOIOTHIO HE SIBISIETCST CTPOTHM U BBIIEJISIT 9KOJIOTHIO 0COOE,
nonystuuii u coobutects (=6uonenonoruio). C.C. IIsapi (1969, 19736, 1980)
BBIJIEJISITT Y TOKOJIOTHIO, MOMYJISIITHOHHYI0 9KOJIOTHIO, CHHAKOJOTUI0 U GUoreo-
nenosioruio. A.C. CeBepIlioB mpuilies K 3ak/Ii04eHnI0, 4To «B3aumoeiicTBus
OPraHU3MOB € OKPYJKAIOIIEN CPe/Ioil MOKHO M3y4aTh HA YPOBHE 0COOM — ayTIKO-
JIOTUs WU 9KOMUBHUOIOTHS, HA YPOBHE MOIIYJIAIII U BUIOB — TIOMYJISIITUOHHAS
HKOJIOTUST UJIH CUHAKOJIOTHS, HA YPOBHE 9KOCUCTEM — OMOTIEHOJIOTHS, HA YPOBHE
Beeii buocdepsi» (2013, ¢. 4). M. A. 11108 NOIBITAJICS IIOCTPOUTH TPEXMEPHYIO
CXEMY 9KOJIOTUH, TJIe TIOMyJIAIHst Oblia BbIIeJCHA B KA4eCTBE Hauala KOOPMHAT
(1998, c. 241): B1osb 0[1HOIT OcK ObLIa IIOKA3aHA CBI3b OT OPraHU3Ma K IIOITYJIsI-
I[[1H, B/IOJIb BTOPOIl — OT TOMYJISIIIUU K GHOTIEHO3Y 1 GHOTEOIeH03y (=9KOCH-
cTeme), a BAOJIb TPeThbell — OT momyJisiiuu K Buay u ganee Kk LlapcrBy. Ocoboe
MECTO B 9TOM MPOCTPAHCTBE 3aHnMasia buocdepa, K KOTOPOIi TSHYTCS CBSI3U OT
6UOreoIeH030B, ¢ OIHOI cTopoHbI, U IlapceTs, ¢ apyroit. LA, IlTunos nosara,
YTO TIOMYJISAIUS TIPK 9TOM BBICTYIIAET B ABYX HItocTacsix: 1 — Kak GHOXOPOJIO-
rudeckast eqmaUNA (1o H.II. HaymoBy) 1 2 — xak sBosrfoninonHas equanIa (1o
C.C. llIBapry).

IBOJIIOIUOHHAST 9KOJIOTHST TPAJAUIIMOHHO OMIEPUPYET B KauecTBe 0OBEKTOB
WCCJIEIOBAHUI TTOTMYIAIUAMEI U BUJAMU, PACCMATPUBAA MX B PA3HBIX YCIOBUSX
cpezpl. [lombiTaeMcsi TTOCTPOUTH TPEXMEPHOE KOHIIENTYATIbHOE IPOCTPAHCTBO
DI, UCNOJIb3Yd TPU OCHOBHBIE TlepeMenHble: 1 — momyssanuu (Yucao usydae-
MBIX MOTYJIAINI), 2 — BUABI (UUCJI0 U3y4aeMbIX BUIOB) U 3 — cpena (Tpaau-
eHT ycnoBuit (cocrostuuit) cpenpt) (puc. 1). IIpu aTom BoJsib IEPBOI OcH 11pu
U3YUEHUH PA3HOTO YHCJIA MO (GaKTHUECKH OIMChIBAETCS HANIPABJIEHIE,
KOTOPOE COOTBETCTBYET MOMYJIAIMOHHON sKo0Tu (population ecology) B mu-
POKOM ee TOJIKOBaHuU. B/1osib BTOpoit ocH 17151 MHOKECTBA BUIOB OY/IET OIHICHI-
BaThCsI HATIPABJICHIE, XapaKTepusyioliee cuHakomoruio (synecology). Hakowerr,
BIIOJTb TPEThEH OCH TTOMEINAIOTCS COCTOSTHUS CPEJIbl, TI0 PEAKIMU Ha KOTOPBIE
XapaxkTepu3yeTcsl HallpaBJIeHNe NCCIeIOBAHNUI, COOTBETCTBYIOIIEE Ay TIKOTIOTHI
(autecology).

B navase Koop/uHAT, T.€. B HYJIEBON TO3UITUHU, MbI IOMECTUIM OPTaHU3M
(cm. puc. 1), Mo3TOMY, €CJIU B3sITh 0COOU M3 ONPEAETCHHOI MOy KaKo-
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Puc. 1. KonuentyanbHoe IpocTpaHCTBO 9BOJIOLUONHON 9KOJIOTUY U OCHOBHBIX €€ HayYHbIX
HarpaBJIeHNH B BUJIe TPeXMEPHOH Moziesn (TTOSICHEHHS B TEKCTe).

ro-u6o BU/Ia U OEHUTh UX (PU3MOJOTHUECKYIO PEAKITUIO HA U3MEHEHHUE CPEIbI
(B1OJIb TPETHEH OCK ), TAKOE UCCIIE0BAHME OY/IET COOTBETCTBOBATD 33/[a4aM 9KO-
Jorudeckoii pusnonoruu (ecophysiology) 1/umu opraHu3MeHHON ayToOKOJIOIHN
(organismic autecology).

C MoMeHTa BO3HUKHOBEHUS TepMUHA ayTaKosorus (0T rped. autos — cam)
€ro CBSA3bIBAIOT KaK € U3y4YeHUEM IIPe/lesIOB YCJI0BUIL, KOTOpble OPraHU3Mbl Bbl-
GUPATOT /7S CBOTO CYNIECTBOBAHWS, TAK U ¢ XapPAKTEPUCTUKON B3aMMOOTHOIIIE-
HUiT ocobeit co cpenoii. T1oaToMy HeT IPOTHBOPEUYHS B TOM, YTOOBI M3YYalCh
aCTEKThl ayTOKOJIOTHH HE TOJBKO OTAETBHBIX 0co0el, HO W OPTaHW30BaHHBIX
TPYTIT 0cobelt — MOy UM COOOIIECTB KaK TETOCTHBIX HAOPTAHU3MEH-
HBIX CUCTEM. JTO TMO3BOJISAET B JATbHEWUIIEM OCO3HAHHO TMPUMEHSATH TEPMUH
— aQyTCUHAKOJIOTUS [T XapaKTePUCTUKY B3aNMOOTHOIIEHHUH CO Cpejiol JIOKaJIb-
HBIX MOMYJISIII CUMITATPUYECKIX BUIOB, BXOJSIIUX B COOOIIECTBO (HATIPUMED,
TaKCOIIEH ).

Ha npuBenennoii 3D cxeme (cM. puc. 1) paccMOTPUM CUTYAITHIO, KOT/Ia B351-
Ta TOJIBKO O/lHA TOIYJsiiius (1iepBas IepeMeHHas ) OIHOTO BUia (BTopas 1epe-
MeHHas ) TpH (PUKCHPOBAHHOM COCTOSTHUM cpejibl (TPeThsl ITepeMennas ). B aToit
MOJIEJIU B OJTHOM MECTE U 32 KOPOTKUN CPOK HAOJMIONEHUN IPU CXOAHBIX YCJIO-
BUSAX CPE/IbI Oy/IeT M3ydaThesl pasHoobpasue peakinii 0cobeil 13 KOHKPETHON
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nomyJisin. Takoe uccse/JoBaHne, Kak yke OTMEYaoch Bhiiie, Ge3yCI0BHO, OT-
HOCUTCS K TOTMYJIAMORHOT sKroorrn (population ecology). Ommnako nsydenne
pasHooOpasus peakinil ocobeil BHYTPHU MOIYJISIMKE TOUHee Oy1eT XapaKTepu30-
BaTbC KaK BHYTPUIIONYJIAIMOHHas aKkojorus (intrapopulation ecology) u daxk-
TUYECKU COOTBETCTBYET TEPMUHY [€MIKOJIOTHS, KOTOPHIM HMHOT/A ITBITAIOTCS
3aMEeHUTh MOHSATUE TOIMYJIAINOHHAS 9Koaorus. V3 1aHHOro npuMepa XOopoio
MOHSITHO, YTO TaK JIeJIATh He CJEeIYET, IOCKOIbKY IIPOCTPAHCTBEHHO HOMYJISIUN
COCTOSIT U3 DJIEMEHTAPHBIX B3ANMOCBSI3AHHbIX [TOCETEHUI UK IEMOB (= MUKPO-
MOy JISIIINIA ). [{BUTasiCh BIOJIb TPETHEN OCH, MbI MOKEM, HAIIPUMED, PACCMOTPETh
CEe30HHBIE UM MEKT0/I0BbIe U3MEHEHIIST IAHHO MTOTTYJISAIIHH, T.€. KOT/A YCJIOBHI
cpenbt uaMenstiorest. Tora ato 6yeT ayTaKOJIOTHYECKOE TOTYIATMOHHOE HCCTIe-
JIOBaHIe WM TOYHee — MOMyAAIHOHHas ayTakoorus (population autecology).

Ecin BoJte repBoii ocu MBI CPABHUM HECKOJIBKO MO JISIINI OJTHOTO BUJIA,
HO B CXOJHBIX GHOTOMHUYECKUX YCIOBUSX, MPUUYEM 32 KOPOTKUIT CPOK (HATIPH-
Mep, CpaBHEHUE TTOMYJISIITUE PbIKEN MOJEBKU B0 TIONMEHHBIX JIECOB P. Ypas
B HI0JIE), TO UCCTIe0BaHUE OYAeT MPOBOANUTHCS B PAMKAX MEKIIOIMYJISIIIMOHHON
srosoruu (interpopulation ecology). YcaoKHUB MOjeNb 3a CYET CMEIICHIS
BJIOJIb TPEThEN OCH, TIOJYIMM CUTYAIINIO, KOT/IA U3y4aloTCs HECKOJBKO yIaTeH-
HBIX B MMPOCTPAHCTBE W BpeMeHM (HAMPUMEP, MO0 Ce30HAM) TOMYJISAIHI 0THOTO
BUA. AHATTUBUPYS PEAKIINIO PA3HBIX MOTYJISAINI OTHOTO BU/IA HA CE30HHBIE U3-
MeHEHUsI cpeibl, Oy/IeM TTPOBOIUTH MCCJEIOBAHIE B PAMKAX MEKIIOIYJISIIIMOH-
HOU ayTakosoruu (interpopulation autecology).

Paccmorpum apyryio cutyaiuio (cm. puc. 1), Korza CHHTOITHO ¥ CUHXPOHHO
U3y4eHbl 110 OJHON HEHOMOMYJISIIUN Y HECKOJbKUX BUIOB, HACEISIONINX OIUH
U TOT ke GUOTOTI B OJIHOM JIOKQJIMTETE U B OJMH Ce30H. [Ipr 5TOM CHHIKOJIOTH-
JecKast 33/[a4a COCTOUT B TOM, KAK PEarrpyioT IIeHOIONYJISIIMYA PA3HbIX CHMIIA-
TPUYECKHUX BUIOB HA OJIHU U Te K€ KOHKPeTHBIE YCIOBUsI (HAIPUMep, 3aCyXY).
[laHHOe ¥ccIeIoBaHme JIEXKUT B PycJle HATPaBJIeHUsI, KOTOPOe MbI IIPejlaraeM
HasBaTbh MONYJISIIIMOHHAsE cuHaKoorus (population synecology). O6uuii 3a-
MbICET TTOAOOHBIX UCCTEMOBAHNN MOKET OBITh MHBIM. Hamprmep, MbI usydasim
HeHomnomy Ao peikeil nosesku (Clethrionomys glareolus) B pastbie ToIbI IPU
Pa3HOM YPOBHE YMCJIEHHOCTH U Pa3HOU TIOJHOTE BUJIOBOTO COCTaBa TAKCOIEHA.
[Ipu umccremoBanny peakiuu BUA-JOMUHAHTA HAa BBICOKYIO W HU3KYIO UHC-
JIEHHOCTH TIOMYJISIIIAY 1 Ha Pa3HBbIM BUIOBOH cOCTaB (OJHUTO- U TIOJUBUAOBON )
TAKCOIIEHA B PasHbIE TO/IbI HAMU OBLITO OGHAPYKEHO PE3KOE MEPEKTIOUEHUE MOP-
(borenesa u nsmenenre GopmMbl HUIKHEH YETIOCTH TIPU PA3HBIX KOHCTEJISATIASIX
YUCJEHHOCTU U TTOJIHOTHI BUI0BOTO coctaBa (Bacumibes u ap., 2017a). Ilpu no-
[OJIHUTEIHHOM yYeTe CMEIIeHUs BIOJb TPETbell OCU, T.e. U3YUYEHUN DPeAKIUil
[EHOTOIYJISAIUI PAa3HbIX BUIOB HA Pa3Hble YCIOBUS CPe/ibl (CE30HbI, TO/IbI, (Pak-
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TOPBI AaHTPOIIOTEHHBIX BO3/IEMCTBUI) Mcce[oBaHne (B3aMMOJIEHCTBUS «BUJ| X
cpenas) OyeT COOTBETCTBOBATH MOMYJISIIHOHHOM ayTcuHakosorin (population
autsynecology).

[TpencraBum nasee CUTYAIUIo, KOTIA OTHOCUTEIBbHO CUHXPOHHO M CUHTOII-
HO aHAJIU3UPYIOTCS IIEHOTIONYJIAIINN HECKOJbKUX BUIOB (HAIIPUMEP, 3€MJIEPO-
€K WJIN TPBI3YHOB) U3 Teorpauiecky yAaJIeHHBIX JOKATUTETOB. Takue faHHbIe
MO3BOJISAIOT BBIABUTD CONPSKEHHbIC PEAKIMU BUIOB TaKCOIlEHA HA MU3MEHEHUE
HKOJIOTUYECKUX YCIOBHIA B y/IaJIEeHHBIX OMOIIEHO3aX, OIIEHUTh X KOAJIalITHUBHBIE
cpoiictea (Vasil'ev et al., 2015), cioxuBimecs B Ipolecce 9BOMIOINUOHHBIX U
KO3BOJIIOIMOHHBIX ITporieccoB. JlaHHas cutyalusi COOTBETCTBYET yKe 3ajjauaM
HaIPaBJIeHUs, KOTOPOE MbI IIPe/IJIaraeM Ha3bIBaTh 9BOJIIOIMOHHAA CUHIKOJIOT U
(evolutionary synecology). Eciiu k 9T0ii 3a1aue Mbl 106aBUM aHAJIN3 U3MEHEHUIT
CPEIbI BIOJb TPETheH TIEPEMEHHOM, YTO HEM36EKHO TIPOUCXOIAUT MPU U3YIEHUN
reorpaIecKy YAATEHHBIX COOOIECTB (TAKCOIEHORB), T/e YCAOBHS <TI0 OTpe-
JIeJICHUIO» Pa3JIMYHbI, TO TaKOe UccenoBaHue Oyaer GopManbHO COOTBETCTBO-
BaTh 9BOJIOIMOHHOI ayTcnuakoaorun (evolutionary autsynecology). AcmexTo
MOTYJISTIMOHHON U HBOJIONMOHHON CUHAKOJIOTUUA € YUETOM ayTCUHIKOJIOTUN
OTpakaloT OCHOBHYIO ITPOOJIEMATHKY 3BOJIIOIHOHHON sKojoruu (evolutionary
ecology) B ee mmporom nounmanuu (Yepros, 1996, 2008).

B o6reit 3D Mojiesii OTCYTCTBYET 4-¢ u3MepeHne — BpeMst, HO H3MeHeH1e
YCJIOBUI CPEIB BO BDEMEHH OTYACTH KOMIIEHCUPYET 3TOT HejocTaTok. HeTpy-
HO TIPEJICTABUTD, YTO IIPU MBICJEHHOM JIOTIOJIHEHUU JIAHHOWM MOJiesn 4-11 mepe-
MeHHOI BpeMenn 3D-cxeMa aHUMUPYETCS: «TTOMYJIAINI» OYYT BOSHUKAThH KaK
mapuku, GJIyKTYyupoBaTh 10 pazmepaM (YUCJIEHHOCTH) U JpeiihoBaTh BJOJIb
TpeTbelt ocu (B Pa3HbIX YCIOBUAX) U T.1I.

Takum o6paszom, gantast 3D MoJIeIb XOPOIIO OIMCHIBAET KOHIEITYATbHOE
IIPOCTPAHCTBO 9BOJIOIIMOHHOM 9KOJIOTUN U OCHOBHBIX COCTABJISIONINX €€ AUCIIH-
IIJIMH: TTOILYJISILIUOHHON SKOJIOTUH, OIYJIAIMOHHON Ay TOKOJIOTUHU, TIOITYIAIMOH-
HO¥ 1 9BOJIIOIIMOHHON CUHIKOJIOTUH, & TAKIKE TTOIYJISIIIMOHHOM U 9BOTIOIINOHHON
ayTcuHIKoIoruy. JlonosHeHuss B BU/e TEPMUHOJIOTMYECKON IIPUCTABKU ayT-
(aut-) B IOCJIEIHUX IBYX CIyYasiX, BEPOSITHO, He TPEOYIOTCSI, TOCKOJIbKY TPYIHO
MIPEJICTAaBUTH MMOJTHOCTHIO UJICHTUYHBIE HKOJOTUIECKUE YCIOBUS TIPU MIPOBEIE-
HUW GOJIBITUHCTBA UCCIEOBAHNI B PaMKaX TTOMYJISIIIHOHHON 1 9BOJIIOIIMOHHON
CUHAKOJIOTUU. B UTOTe MOKHO 3aKJIIOUUTD, UTO KOHIENTYaJThHOE TIPOCTPAHCTBO
9BOJIIOITMOHHON HKOJOTUU JCHCTBUTEIHHO BKITIOYAET ayTIKOJOTHIECKHE, TTOTTY-
JISTIMOHHO-9KOJIOTMYECKUE U CHHIKOJIOTHYECKUE KOMIIOHEHTBI NCCIE/IOBAHUI 1
BCE UX BO3MOKHbBIC KOMITO3UIUH.

Bxutouenue acmekToB MOMYJISIIMOHHON W 9BOJIOINUOHHON CUHAKOJIOTUU B
ob6JstacTh HHTEPECOB DD MO3BOJISIET EPEUTH K HOBBIM HATIPABJICHUSIM U BO3MOJK-
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HOCTSIM HCCIeIoBaHIH. HacTh TaknxX aciekToB DI y:ke HaMeueHa B MUPOBBIX
uccaenoBanusx. Cpelr HUX U3BECTHBI CJIEAYIONIHE HAMPABJICHUS: M3YUCHIE
Pa3HBIX ACIEKTOB KOIBOJIOIUU U, B YaCTHOCTU, B3aUMHOU i(hdy3HOIT K0IBO-
monun BunoB B coobuectse (Thompson, 1998, 2006); ananus aBOJIOIUOHHO-
HKOJIOTUYECKUX MEXAaHU3MOB CUMITATPUIecKoro (hopmoobpasosanust (Maynard
Smith, 1966; Bolnick, Fitzpatrick, 2007), Bkitodas ObicTpoe BO3HUKHOBEHUE 1
muddepentmanuio ¢haokos peid (Mina et al., 1996a,b, 1998; Albertson, Kocher,
2006); BersaBienne obpaTHbix cBaseil (feedbacks) mexny skomormyeckumu u
IBOJIIOIUOHHBIMU COOBITUSIMU B HCTOpUYecKue XapaktepHbie Bpemena (Post,
Palkovacs, 2009; Alberti, 2015); usydyenue GbICTPbIX MUKPOIBOIOIMOHHBIX CO-
ObiTUil B pesysbrate Guosornueckux nusasuii (Facon et al., 2008; Vasil'ev et
al.,, 2017) 1 XpOHUYECKOTO BJIMSAHMI aHTPONOreHHbIX (akTopoB (Bacuibes u
1p., 2013); conocraBnenue npeticteust npuHIimna kommneHcarun 0.1, Yeprosa
Ha pasHbIX YPOBHAX GuoJiorndeckoii opranusanuu (Yepuos, 2005; Bacuibes u
1p., 2017a); cpaBHUTENBHbII (DUTOTEHETUYECKIIT aHAIN3 COOOIIECTB U Iy Tl nX
dhopmuposanust (Webb et al., 2002); pererne 3agay ypoaHIUCTHUECKOI 9BOJIO-
1uonHou akostorun (Marzluff, 2012; Alberti, 2015) u ap. B nesiom st 99 B 1o-
cyie/iHee BPeMsT KpaifHe aKTyalbHOU 3ajladueil CTAaHOBUTCST M3YUeHUe MPOOIEMbI
OBICTPBIX MOPPOTEHETHUECKUX TIEPECTPOEK TOTMYJISIIINN U COOOIIECTB TIPH CTPeC-
CHPYIOIIEM aHTPOIIOTEHHOM BO3/IEICTBIH, & TAK/KE aHAJII3 OBICTPHIX IIEPECTPOEK
MopdoreHesa Ha OCHOBE TPAHCTEHEPAI[HOHHOTO HACJIE[0BAHUS WHIYIIUPOBAH-
HBIX CTPeccoM arnureneTndecknx uamenenuii (Jablonka, Lamb 2010; Duncan et
al., 2014; Burggren, 2016; Boskovi, Rando, 2018; Donelan et al., 2020). ITockoJib-
Ky B paMKax J[AHHOTO Pas/leia HeT BO3MOKHOCTH PACCMOTPETH BECh KOMILIEKC
GBICTPO PA3BUBAIONIMXCS B MUPE HBOIOIIMOHHO-9KOJOTHUECKUX UCCIIC0BAHUT,
najiee sl BBIHYKIEH OYly OCTAaHOBUTHCS JIUIITb HA HEKOTOPBIX U3 HUX.

1.3. IOIIYVJIAIMOHHASA 1 9BOJIOIMOHHAA CUHIKOJOT'UA
1 UX IIPOBJIEMATHKA

ITpo6ieMbl CHHAIKOIOTHU JOJT0€ BPEMs JIeKall BHE UHTEPECOB IIOIYJIsI-
LMOHHBIX U 9BOJIOLUOHHBIX OMOJIOrOB, XOTS 9BOJIOLUOHHbBIE IIPOLECCHI OCY-
IECTBJIAIOTCS B OMOTHYECKUX COOOIIECTBaX M BO MHOIOM, €CJIM HEe BO BCEX
OTHOIIEHUSIX, UMM KOHTPOJIMPYIOTCs U Hanpasisiorces (Maynard Smith, 1966.
1981; IIBapm, 1980; Mayr, 1982; JKepuxun, 2003; Uepnos, 2008). Baxueiineit
3afaveil OuvKaiiinero GyIyIIero cJaeyeT CUUTaTh BHEAPEHE TOIYISIIIMOHHBIX
MPEACTAaBJICHUI 1 METOJIOB MCCIE0BAHIIT B CHHAKOJIOTHIO, 0OECIeUNBAIOIINX
Mepexojl K TOTYJISAIHOHHON U 9BOMOIMOHHON cuHaKosorun (population and
evolutionary synecology) u HalleJleHHBIX Ha Pa3pabOTKy MOIYJISITHOHHO-[EHO-
tudeckux (population-coenotic) MeTOAOB ABYXYyPOBHEBOI OLIEHKN 9KOJIOIMYE-
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CKOTO COCTOSIHVSI TIEHOTIOMYJISAIIUI CUMITATPUYECKUX BUIOB 1 00pa3yeMbIX MU
coobriiecTB B aHTporioreHHON cpefe (Anetnenko, Byksapésa, 2010; Byksapésa,
Aunemenko, 2013; Bacuibes u ap., 2010a, 2013; Vasil’ev et al., 2015). Heo6xoau-
MO TaKKe HAyYUThCS MPOTHO3UPOBATH HACTYTJIEHUE KPU3UCHBIX IIEHOTUYCCKUX
SIBIICHUI.

Kak ormedasioch Bblliie, 10 MOUM IIPEACTaBIEHUAM, JIOKaJIbHbIE COOOIIeCTBa
TAKCOHOMUYECKU OJUBKMX CUMIATPUYECKUX BUIOB PACTEHMII MU KUBOTHBIX,
HPUYPOYEHHBIE K OIpPeLeIeHHOMY OHOTOITY M IIPOCTPAHCTBEHHO PasMelleHHbIe
B mIpeziesiax (paruy WM ypouuina, SIBJISIOTCS TakcoieHamu (TepmuH A. Xo/10-
poscku (Chodorowski, 1959) u npusHasiero ero npuopurer k. XardnHcoHa
(Hutchinson, 1967)). CunTomntble moceIeHs KaxK/0ro 13 CUMIIATPUIECKUX BU-
JI0B TaKCOIIE€Ha, HACEJISIONUE JOKAJbHbII GUOTOI /IS OTHOCUTEIHHO OCEIJIBIX
BUJIOB (HAIIPUMep, MOJLITIOCKOB, MHOTHX TPYIIIT HACEKOMbIX, 3eMJIEPOEK, TPHI3Y-
HOB), TIPEJCTABJISIOT COOOU 1IEHOMOMYJISAIII, KOTOPblEe HEN30EKHO DKOJIOTIYe-
CKH B3aMMOJEHCTBYIOT PYT € APYTOM, MOCKOJbKY OOMTAIOT Ha OJHON 1 TOM ke
TEPPUTOPHUH, & UX MIPEJICTABUTENN MCIIOJIH3YIOT CXOHBIE PECYPCHI.

CWHXPOHHBII BHYTPU- W MEKTPYITOBON aHAJIN3 CHHTOMHBIX IIEHOTIOMY-
JISTAN CUMIIATPUYECKUX BUJIOB, BXOJSAINIUX B COCTAB TAKCOIIEHA, TIO3BOJISET
B pycJie MOMyJISIUOHHON CTHIKOJOTHN COTIOCTAaBUTDH MX PEAKIIUU B BUJEC YCH-
JIEHUST W3MEHYMBOCTH HeMeTpHuYecKux, Mopdomerpudecknx, mopdobdusno-
JIOTUYECKUX ¥/WMJIU 9TOJOTUYECKUX TPU3HAKOB B OTBET Ha HEGJATOTPUSITHBIE
npupozanbie cutyainn. OH AaeT BO3MOKHOCTD OIEHUTD MapaIJIeu3M W He-
3aBUCUMOCTD MPOSIBJICHUST BHYTPU- U MEKTPYTITIOBOM COMPSKEHHON U3MEHTH-
BOCTH MOP(HOTEHETUUECKUX, (PU3UOJOTHUECKUX 1 TTOBEIEHYECKUX PEAKITUI, T.€.
KO9BOJIOIMOHHBIN TToTeHnuan cuMmnarpudeckux sugos (Vasil'ev et al.,, 2015).
[TpoTHBOIIOJIOKHBIE PEAKIIMN MOTYT YKa3aTh HA aHTarOHU3M 3JKOJOTHUECKUX
TpeboBaHmii BULOB — MX OTPUIATEIbHBIN KOSBOJIOIMOHHBINA HoTeHMal. Ila-
paJLIeJIn3M OTBETOB Y PAsHBIX BUIOB OYAET OTpasKaTh WX BbICOKUI KOALaITHUB-
HBII OTEHIA, T.€. HCTOPUYECKU BHIPAOOTAHHYIO BUAAMU OOIIYIO aalTUBHYIO
MopdoreneTndeckyio 1 MOPGHOMU3UOJIOTHUECKYIO PEAKITNI0. AHAINU3 BHYTPU-
IPYIIIOBOTO PasHO0Opasus TO3BOJISET OIEHUTh YCTOHUMBOCTD IIEHOIIOITY TSN
KOHKPETHOTO BU/IA K TEM WJIM UHBIM KOHCTEJLISIUSIM YCJIOBUI CPEIbl B Pa3HbIe
CE30HBI U TOIbI, BOBHUKAIONINM B Pe3yJibTaTe MPUPOIHBIX U TEXHOTEHHBIX BO3-
neiictBuil. /17151 HECKOJIBKUX CHHTOITHBIX M CAHXPOHHO OIEHUBAEMBIX TIEHOTIOIY-
JISITIAH CUMITATPUUYECKUX BUIOB JIOKAJTBHOTO TAKCOIIEHA TEM JK€ CITOCOOOM MOKHO
OIIEHUTH U3MEHEHHE 00TIEr0 TAKCOIEHOTHYECKOTO PasHO0Opasus BO BpeMeHu. B
cJIydae Mapajiyie;IbHOTO CPAaBHEHUS HECKOJBKUX TAKCOIEHOB, BKITIOYAIONUX 11€e-
HOTIOMYJISIITAH TEX JKe CUMITATPUIECKUX BU/IOB B reOTpahuIecKu yIaJeHHbBIX JIO-
KaJINTETaX, T.€. 9KOJOTUUECKN PA3TMUHBIX YCIOBUSX, TPOBOAUTCS aHATOTHUHOE
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CpaBHEHHE, HO B 9TOM CJIydae y/Ke He aJlJIOXPOHHBIX, a aJlJIOTOITHBIX BBIOOPOK U3
IEHOTIOMYJISATNI HECKONBKUX BU/OB. Takue MccaeoBaHusl, HalpuMep, MOXKHO
BBIIIOJIHATD € IIOMOIINBIO METOZ0B reomerpuueckoil mopdomerpun (Vasil'ev et
al., 2015; Bacuibes u ap., 20186), uTo 1103BOJIIET PadMECTUTDh B 001eM MOPQO-
[IPOCTPAHCTBE OPIUHATHI 0COOEN Pa3HBIX BUIOB, AHAIU3UPYST TOJBKO U3MEHUH-
BOCTb X (DOPMBI.

Hakomern, coBmelienne Bcex 9TUX 3a/ad, T.e. IapajljiesibHOE CPaBHEHUe
reorpaduvecKy yAIaJeHHbIX, HO CHHTOITHbIX, IIEHOIOIY IS HECKOTIBKUX CUM-
MaTPUYECKUX BUJIOB BO BPEMEHHU U B IIPOCTPAHCTBE OTHOCUTCS YiKe K mpobiie-
MaTHUKe IBOJIOIMOHHOI CUHOKOJOTUU W/UJIHM IBOJIOIIMOHHOIN JKOJIOTUU B ee
mmpokoM noHuManun (Yepnos, 1996). IIpu TakoM KOMIIJIEKCHOM COTPSKEH-
HOM aHa/IN3e M3MEHYMBOCTU CBOWCTB (DeHOMa B €ro caMOM IIMPOKOM TOJIKO-
BaHuU (OT MOP(OTOTUIECKUX TIPUIHAKOB /10 0COOEHHOCTEH TIOBEAEHUsT 0COOH
Ha PasHBIX ATalaX OHTOTeHe3a) TOSBJSIETCS BO3MOKHOCTD OIEHUTh, KaKOH 13
BUIOB-CUMITATPUAHTORB JIyUllle aalTUPOBaH K YCJIOBUSIM JIOKAJTbHOTO OHOTOTIA
[0 TIPOSIBJIEHUIO U3MEHYMBOCTU U PasHOOOPasust M3YUYEHHbIX TIPU3HAKOB. [leil-
CTBUTEJILHO, B HEOJATOMPUSATHBIX JIJsI BUIA YCJIOBUSIX €0 U3MEHYUBOCTb TI0 OT-
JIeJIbHBIM TIPU3HAKaM WU BHYTPUTPYIIIOBOE pasHo0Opasue, OleHEHHOE TI0 UX
COBOKYITHOCTH, OY/IyT BO3PACTaTh, a B OJIATOMPUSTHBIX, HATIPOTHB, YMEHBIIATHCS
(Bacuibes u 1p., 2010a; byksapésa, Anenenko, 2013).

(DeHOMEH yBelMYEHMsI Beepa M3MEHUYMBOCTU MPU3HAKOB B HeOsarompu-
SITHOU cpezie ObLI KCIIEPUMEHTAILHO ycTaHOBJIeH u onucan H.B. TiioroBbiM
(1983) xak addexr mpoBokarmonnoro (ona cpeasl. [lo Mmopdorenetnueckoit
peakIuy TOBBIIIeHUsT YPOBHS PACCEMBAHIS OPIUHAT B MHOTOMEPHOM MODP(O-
[IPOCTPAHCTBE, HATIPUMED MPUMEHUB METO/bI TEOMETPUYECKON MOphoMeTpun
(Zelditch et al., 2004), nocse npouenypbl papedakiun (CIy4aiiHOro BbIPAB-
HUBaHWsI BBIOOPOK 10 06BEMY) MOKHO OMPE/IETNUTD, Y TIEHOTIOMYJISIINN KAaKOTO
U3 CHMIIATPUYECKUX BU/IOB JIOKATLHOTO TAKCOIEHa B GOJIBIIEH CTEMeH! Tpo-
sBusoch MopdopasHoobpasue (morphological disparity). CoorsercrBeHHO
MEHBIINI yPOBEHb B3ANMHOTO PacCeMBAHUS (INCIIEPCUN ) OPAMHAT M MEHBIITHI
OTHOCHUTEJIbHBIIT 00beM MOPGOIpocTpaHcTBa OYAyT yKasblBaTbh Ha OOJBIIYIO
cTerneHb MOP(OreHeTHIECKON YCTOWUNBOCTH M 9KOJOTHIECKON TOJEPAHTHOCTH
TEHOTIONYJISTINY, BU/IAa NJN JOKaJTbHOTO TakcorieHa (Bacuawes un ap., 2018a).
Huske B r1aBax 5, 6 1 7 MbI BHOBb BEpHEMCSI K OOCYKICHUIO 9TUX ACTIEKTOB.

C MOMOIIBI0 METOIOB TEOMETPUYUECKOT MOPGhOMETPpUN HAMU GBIJIO YCTAHOB-
JieHo, uto Mopdopastnoobpasue (morphological disparity) BugoB-goMuHaHTOB
3HAYMMO MEHbIIIE, 4eM Y BUa0B-cybpomunanToB (Bacuibes u ap., 2010a; 2016a).
OO6HapysKeHO, U4TO TIPU €CTECTBEHHOM BOCCTAHOBJIEHUH COOOIIECTBA IPHI3YHOB
nocjie BeceHHeil HemsOMpaTeJbHOU BJIMMUHAIMKM Ha OCBOOOXKAEHHON Teppu-
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TOPUU y BU/A, OBIBIIETO B KOHTPOJIE MAJOUNCIECHHBIM CYOIOMUHAHTOM, JIETOM
Ha UMIIAKTHOM y4YacTKe 3HAYMMO CHU3WJICS YPOBEHb BHYTPUTPYITIOBOTO MOP-
(hbopaznoobpaswst, 9TO OTPAKAET CHIKEHIE CTPECCHPOBAHHOCTH MOP(hOTeHesa,
a OCEHbIO 3a CYeT TOr0 BUJa Ha UMIIAKTHOM ydyacTKe IIPOM30lla CMeHa BUAA-
JIOMUHAHATAa B COOOIIeCTBE. BBISBIEHO TakKe CHIDKeHUE MOPhopasHooOpasust
HOIMYJISIAY BUIa-JIOMUHAHTA TPU HAUOOJIbINEIT BO3MOKHOU TTOJTHOTE BUI0BOTO
COCTaBa TAKCOIlEHA, HO 3HAYMMOE BO3PACTAHUE ITOTO MOKA3aTessA IPU €ro He-
nostHore (Bacuibes u p., 2017a). Bee atu (hakThl yKa3bIBAIOT HA CJIOKHBIE B3a-
UMOJIEHCTBIST MEK/TY CUMITATPUYECKUMU BUJIAMH B COOOIIIECTBE, BIUSIONINE HA
mporeccbl MopdoreHnesa M 9KOJIOTUIO KaK OTAEIbHBIX IIEHOIOIYIAIUN, Tak 1
BCETO TaKCOIIeHA.

TakuM 06pa3oM, TPEJIOKEHHBIE HAMU TOAXO/bI TO3BOJISIIOT, UCIOIB3YsT
METO/IBI M3 apCeHata MOMyJISIIINOHHON GHOIOTUN TSI 3a/1a4 TIOTTYJIATIMOHHON 1
9BOJIOIIMOHHON CUHIKOJIOTUH, OIIEHUTDb 9KOJIOIUYECKOEe COCTOSIHME KaK OT/IeJlb-
HBIX TIEHOTIOMYJISIIIUI CUMITATPUYECKUX BUIOB, TaK U JIOKAJIBHBIX TAKCOIEHOB.
PasBuBast 9Ty MeTOZ0IOTHIO Ha Ga3e MOy ISIHOHHON 1 9BOTIOTINOHHON CUHIKO-
JIoTHH, (DEHOTEHETUKY 1 TeOMETPUIECKON MOPMOMETPUH, MOKHO TPUOTU3UTHCS
K BBISIBJIEHUIO U TIPOTHO3MPOBAHUIO PETHOHAIBHBIX OMOIIEHOTHYECKUX KPU3UCOB
(PBK), KoTOpbIe MOTYT BO3HUKHYTh B OMOTHUECKUX co001IecTBax yike B XX B.
10 Mepe YCUJIEHUS BIAUSHUN aHTPOIIOTEHHOTO 1 KJIMMATOT€HHOTO (haKTOPOB.
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I'maBa 2
IJKcnepUMeHTaJbHas 9BOJIOIHOHHAS 9KOJOTUS
KaK HamnmpaBJieHHEe HCCJHeJOBaHuM

OO6bearHenHre IBYX HAIlPaBJIeHUI UCCIE0OBAHUN — HKCIIEPUMEHTATBHBIX
MeTon0B cructeMaTuku, obcyskaasimxces C.C. Isapuem (1965, 1973a) ¢ no-
3UINHUHN 9BOJIOIMOHHON 9KOJOTUU, U 9KCIIEPUMEHTAIBHON 9KOJIOTUH, O KOTOPOU
panee nucasu A.B. Ilokposckuit u B.H. Bosbmrakos (1979) B monorpadun
«DKCIePUMEHTAJIbHAS DKOJIOTHS [OJIEBOK» MPUBOIUT K HOBOMY HAYYHOMY Ha-
[IPaBJICHUIO, KOTOPOE 5 Tpe/Iaraio Ha3BaTh IKCNEPUMEHMALLHAS IBONIOUUOH -
nas axonozus (3393). lloguepkny, uro vu C.C. IIBapi, au A.B. [TokpoBckuii,
uu B.H. BosbiiakoB He mucasu 06 3TOM HANPABJIEHUU W HE TIPUMEHSITA TAKOH
TEPMUHOJIOTUHU, XOTS OHA BO MHOTOM 110/IpadyMeBajiacb UMEHHO B TAKOM BUJIE U
HEMOCPEICTBEHHO BBITEKAET M3 OOMBITHMHCTBA UX PAbOT, KacaloMUXCs UCCAEI0-
BaHUH COTPSIKEHHOTO PA3BUTHST JKHUBOTHBIX B JIAOOPATOPHBIX YCJIOBHSX BUBA-
pus. Hammommuto, uro C.C. IlIBapit (1973a) npepsiaras cHHXPOHHO BBIPAIIUBATH
Mpe/IcTaBUTeell PAa3HBIX BHYTPUBUOBBIX (DOPM M KPUIITUYECKUX BUJIOB B OJI-
HUX ¥ TeX jKe YCJIOBUSX BUBAPUS U 10 X (DeHOTUTTUYECKON PeaKIiy Ha YCIOBUS
00WTaHUsSI CYy[IUTh O CTEIIEHH WX 3BOJIOIHMOHHON ANBEPTEHIINU U TAKCOHOMMYE-
CKOM cTaTyce.

Npest 6blia 04eHb MPOCTa, HO HA MIPAKTUKE paboTasa KpaiiHe a(h(heKTHBHO.
EcJivt BBIPAIUBATE B 9KOJOTHYECKH CXO/HBIX JJAGOPATOPHBIX YCJIOBUSIX BUBAPUSI
MIpe/ICTaBUTEIell PA3HBIX TAKCOHOB, B3ATBIX U3 YIAJIEHHBIX U OTJIUYAIONIMXCS
1o JlauAmapTHO-KJIUMATUYECKUM YCJIOBUSIM Teorpadrueckux Todek (Harpu-
Mep, U3 JIECOCTEIN U JIECOTYH/IPBI), TO MPOSIBJIEHIE CBOCOOPas3Ust UX MOTOMKOB
10 MOPhODU3NOTIOTIYECKIM U UHBIM IPU3HAKAM OY/IET OTPAKATH CTENEHb 9BO-
JIIOIMOHHON JIMBEPTEHIINKM TAaKCOHOB. Eciu MeXrpymnoBasi U3MEHUUBOCTH 110
NPU3HAKaM He MPOSIBUTCS, TO TO Oy/EeT YKa3blBaTh HA 9BOJIOIMOHHO-IKOJIO-
IUYECKYIO U (DEHOTEHETUIECKYIO OJIM30CTh CPABHUBAEMbBIX (hOPM, UX HCTOPHYE-
CKYIO ¥ (DUIIETHYECKYIO OOIHOCTb.

CoO6CTBEHHO 3TOT 9KCIEPUMEHTATBHBI TOAXOL BO MHOTOM COBITAAN C
METO/IOM BBISIBJIEHUST 9KOTHUIIOB, pa3paboranubiii B Goranuke I. Typecconom
(Turesson,1922), kxoTopsrii ipeiaras mepeHoCuTh peicTaBuTeNel BUIOB pac-
TEHUH, TPOU3PACTABIINX B KOHTPACTHBIX OUOTOIIAX, M3 PasHbIX YacTell ux apea-
JIa B OJTHOPOJIHBIE CXOJHBIE YCIOBHS GOTAHMYECKOTO Cajla UJI TEILIUIIBI, 8 3aTeM
MIPOCTIESKUBATD UX PA3BUTHE U CPABHUBATH PeaM30BaHHbIe (heHOTUTIbL. Ecom mme-
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peHeceHHbIEe OOBEKThI OTJIMYAIUCH APYT OT APYTa B OJMHAKOBBIX YCJIOBUSX KYJIb-
TUBAIIUU, UX OTHOCWJIM K PA3HBIM 9KOTHUIIAM, O/IHAKO €CJIN OHU He PA3TUYaInuCh,
5TO OBLJIO OCHOBAHUEM IIPU3HATH WX TEHETUUYECKU CXOAHBIME. S He OyIy 31ech
KacaTbCs JIPYTUX JleTajlell TaKk Ha3bIBAEMON SKCIEPUMEHTATBHON CUCTEMATHUKH,
npeiarasineiicst . TypeccoHoM, u 0630pa TOCJAEAYIONIENd KPUTUKH €r0 MPeji-
CTaBJIEHUI1, TIOCKOJIbKY 3TO BBIXOJWT 32 TIPE/IEJIbl HAIIETO OOCYKIEHUST U HOCUT
TeTepb JIUITh HCTOPUYECKUI HHTEPEC.

W3 ckazanHoro BBINIE TIOHATHO, YTO MOAXO/BI, TipesoxkenHbie I. Typecco-
HoMm st pactenwii u C.C. IITBapiiem /st JKUBOTHBIX, HMEIOT OOIILYO TPUHITUITN-
AJIbHYIO OCHOBY — 3KCIIEPUMEHTAJILHO OIleHNUTh MOpdoreHeTuYecKue peakium
ocobell pa3HbIX BHYTPUBHUIOBBIX (DOPM U KPUIITUIECKUX BU/IOB HA OJIMHAKOBbIE
YCJIOBUS Pa3BUTHS.

[ToaToMy MBI MOkeM Tak C(HOPMYJINPOBATH 360NIOUUOHHO-IKOTI02UHECKU
npunyun Typeccona-Illeapua: 360110Uu0HHAS OUBEP2ZEHUUS OMPANCACTCS 8
PasHol HaNPasIeHHOCMU U CMENEHU BbIPANCEHHOCTU MOPPO2EHEMUUECKOU Peak -
YUy 6HYMPUBUOOBLIY POPM U KPUNMUUECKUX 6UO08 HA 00UHAKOBbLE YCLOBUSL PA3-
sumus. [lpyrumu cioBamu, mpunium Typeccona-IIIBapiia mo3BoJiseT BbISBUTD
HEOJIMHAKOBOCTh Beepa MOAM(MUKAIUIN y CPaBHUBAEMbIX Teorpadruecku yia-
JIEHHBIX (hOPM, OTIEHUTD CTETEHDb UX ABOTOIUOHHO-9KOJIOTUIECKOTO PACXOK/IE-
HUS U CXOJICTBA AKOJOTMUYECKUX HUMI MO KOMILTEKCY MOPGhODYHKIIMOHATBHBIX
MTPU3HAKOB.

MHe 1pezicTaBIISeTCS, YTO JAHHBIN TOIXO0/1 BIIOJTHE MOKHO PACITPOCTPAHUTD
1 Ha MPUPOHbIC CUTYAIUU TIPU COYETAHHOM CPaBHEHUHM MOP(OTEHETUYECKIX
peaxIuii B MOIYJIAIUN OJHOTO U TOTO K€ BUJIA NJIN TTOMYJISINSAX PA3HbIX BUIOB
BO BpeMmenu. [Ipm mapasiessbHOM CpaBHEHUM M3MEHUYMBOCTH IIpe/CTaBUTEEH
HEHOMOIYJIANN Pa3HbIX CUMIIATPUYECKUX BUJIOB B Pa3Hble IO/ibl KaK Ha KOPOT-
KMX (HaIpUMep, CMeKHbBIE TOJIBI MK 2—3 To/1a), TaK U Ha JJIUTEIbHBIX OTPe3Kax
spemenu (6osee 20 jieT), CTAHOBUTCS BO3MOKHBIM HAa MY3€HHBIX KOJIEKIIMSIX
BBISIBUTH CcTelleHb MOPGOIOTHYecKUX n3MeHeHni (MophoreHeTHYecKux peax-
II1i1) pa3HbIX BUJIOB HA OJIHU U Te jKe n3MeHeHus akTopoB cpenbl (Bacuibes,
Bacusbesa, 2018). TTockosibKy MaccoBbIid cOOp MaTepuasa 110 PasHbIM BUIaM B
pasHble To/Ibl — 0OBIUHAS TPOIIEYPa, CTAHOBUTCST BO3MOKHBIM CPaBHUBATD KOJI-
JICKIIMOHHBIE MaTePUaJIbl, COOpPAHHbIE B MPOIILJIOM, C COBPEMEHHBIME COOPaMIL.
ITOT MaTepuas XapaKTepU3yeT Kak KPaTKOBPEMEHHYIO, TaK U I0JITOBPEMEHHYTO
XpOHOTpahUUIECKYT0 UBMEHUYMBOCTD Y CHHTOTTHBIX CUMITATPUYECKIX BUIOB B CO-
OTBETCTBYIOIIUX CXO/IHBIX YCJIOBUSX UX PA3BUTHSI.

CoBMelieHre IByX 3TUX aCleKTOB — COYCTAHUE BBIPAINIMBAHUSA B CXOIHBIX
JIabOPATOPHBIX YCIOBUSX (DOPM U3 MPUPOAHBIX CUMIIATPUYECKUX ¥ AJLIOMA-
TPUYECKUX MOy OJM3KUX BUIOB OJHOTO TAKCOIEHA U MapajlIebHOTO
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CPaBHEHUS UX IPUPOTHBIX «CBEPCTHUKOB» B €CTECTBEHHBIX YCIOBUSIX — TEOpe-
TUYECKHU JIOJHKHO TI03BOJIMTH 9KCIIEPUMEHTAJIbHO OTIEHUTh UX KOIBOJIOIMOHHBII
U KOQIAIITUBHBIN TTOTEHIIUAJIbI.

Kak s monararo, B pycie aKCIIepUMEHTAIBLHOM 9BOJIOTIMOHHON 9KOJIOTHH,
omuparoteiicss Ha npuniun Typeccona-IlIBapiia, MOXKHO BBIIEJUTH TPU OCHOB-
HBIX HalIpaB/IeHus (MX MOKET ObITh 1 OOJIbIIIE, €CJIN YYeCTh MOJIEKYISIPHO-DIINTe-
HETUYECKUH, TOJIOTUYECKUI 1 MHbIE aCTIEKTHI ): 1 — aKcIlepuMeHTaIbHAS OlleHKa
CTEeIeHN 9BOJIOLMOHHON AuBepreniuy (GopM IIPU PasBUTUU B JTaGOPATOPHBIX
ycaoBUsIX (BUBapuii / GUTOTPOH, OpaHIKepes), B OCHOBHOM CBSI3aHHAs C pelle-
HUEM 33124 9KCIIEPUMEHTAJIbHON CUCTEMATUKH, HO TTO3BOJISIONIAs TECTUPOBATH
1 9BOJIOITMOHHO-9KOJIOTHYECKUE 3a/1aur; 2 — TOMYJISIUOHHO-9KOJIOTUYECKIEe
DKCIIEPUMEHTHI B JTaOOPATOPUK ¥,/UJIK B IIPUPO/IE, HAlleJIEHHbIe HA U3yYeHHe KaK
MOTTYJISTIUOHHOM 9KOJOTUH KOHKPETHBIX BUIOB, TaK U PENIEHNE 9BOJIOIMOHHO-
HKOJIOTHYECKIX [TPOOIeM; 3 — IOy ISAINOHHO-IEHOTHYECKIE «dKCIIEPUMEHThI»
¥ MOHUTOPHUHT TAKCOI[EHOB, OCHOBAaHHbIE Ha IMPOBEJIEHUHN IKCIIEPUMEHTATbHBIX
CHHIKOJIOTMYECKUX MCCJIe[IOBAHMUI JIJIsI OLEHKU Peakiiyi Ha MPUPOJHbIE, aH-
TPOIOTEHHBIE NN MOJIEJTUPYEMble M3MEHEHUS YCIIOBUI CPEIBI TPE/ICTaBUTEIeN
CUMMATPUYECKUX BUOB, (POPMUPYIOININX TAKCOIIEHBI. B rmocsieiHeM cirydae Bo3-
MOKHA OIleHKa TaKyKe M PeaKI[Mi CaMUX TAKCOIEHOB KaK TaKoBbIX. [Ipu aTOM B
COBOKYIIHOCTSIX CJIy4aifHO BbIPABHEHHBIX 110 00bEMY CUHTOIHBIX U CUHXPOHHO
[OJIYYEHHBIX TIPUPOAHBIX BHIOOPOK (IIEHOIOIYISAINN) CUMIIATPHYECKIX BULOB
[IPOBOAMUTCA 0OOOIIEHHBIN aHAIN3 U3MEHYMBOCTH U MOPGhOpazHooOpa3ust Beex
0co6ell naK IEeHTPOUAOB IEHONOIYJ AN 6e3 ydeTa UX BUIOBON IMIPUHALIEK-
HOCTH.

PaccmorpuM  KOHKpETHBINM TMpPUMeEp WCCJeN0BAaHUN B pycjie 3IKCIepu-
MEHTAJIbHON 9BOJIONUOHHON aKosiornu. B BuBapuu NMIPuK YpO PAH mnop
pykosogactBoM A.B. TToKkpoBcKoro napaijieabHO co3gaan J1abopaTopHbie KO-
JIOHUU JIBYX BUJIOB TOJIEBOK — Y3KOUEPEITHOW U TTOJIEBKU-9KOHOMKHU, KasK/IbIi
U3 KOTOPBIX OBLI MPEACTABJIEH ABYMS IOABUAAMU: CEBEPHBIM M IOKHBIM (CM.
[Tokposckuit, bompirakos, 1979). Buasl Ha 3HAUNTETBHON YacTH WX apeasioB
CUMTIATPUPYIOT, TPUUEM CUMTIATPUIECKUME (DOPMAMU SIBJISTIOTCS KAK CEBEPHBIE,
TaK W FOKHbIE TOABUIBI 000MX BUIOB, COOTBETCTBEHHO. [TocK0/IBKY 06a BUIa 1
MPEICTAaBUTENN UX TIOJABUIOB PA3BOIUIICH B OTHOCUTETHHO CXOHBIX YCIOBUIX
BHMBApUs, C IIOMOILbIO UMEIOIUXCS KOJUIEKIIMOHHBIX MATEPUAIOB MOKHO OBLIO
OIIEHUTH MOP(OTEHETUUECKYIO PEAKITNIO 3TUX (OPM Ha CXOJHbIE YCJIOBUS CO-
JIEPIKaHUS 110 KOMILIEKCY HEMETPUYECKUX TPU3HAKOB OCEBOTO Yepera U HIKHeH
yemoctu. Pesyibrarsl Hamero uccienosanus (Bacuabes u ap., 20106) npsmo
WIIOCTPUPYIOT BO3MOKHOCTH HKCIIEPUMEHTANBHON 3IBOJIIOIIUMOHHONW 3KOJIO-
MU U HAy4YHbIE ITePCIEKTUBbI 3ydeHust MopgoreHesa CUMIATPUUECKUX BUIOB
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B BUBapWu. B JIaHHOM WCCJEIOBAaHUN HA OCHOBE aHAJIWM3a WHIWMBUILYATHHON
BCTpeyaeMoCTH 46 TMCKPETHBIX TOMOJIOTUYHBIX (DeHOB HEMETPUYECKUX MTPU3HA-
KOB OCEBOTO 4yepena U HIDKHEN YeTIoCTH MPe/ICTaBUTeNIel YeThIpeX YKa3aHHbIX
BbIIIIe TAOOPATOPHBIX KOJIOHUH IPBI3YHOB ITPOBEIEHA MHOTOMEPHAST OP/IHATISI
(beHeTHYECKMX KOMIIO3UIUI 0c0o0eil METOJOM IJIABHBIX KOMIIOHEHT. /ucKkpu-
MUHAHTHBI KaHOHWYECKUI aHaIW3 3HAYEHWI KOMIIOHEHT WHAMBHUILYaJbHbBIX
(beneTryeckux KoMIo3uIni ceBeproro (Lasiopodomys gregalis major) n 10:KHO-
ro (L. g. gregalis) oiBUIOB Y3KOYEPEITHOM 110JIEBKY ¢ ceBepHbIM (Alexandromys
oeconomus hahlovi) n 1oxubIM (A. 0. 0eCONOMUS) TIOIBUIAMU [IOJIEBKI-9KOHOMKH
BBISIBUJI 3HAYMMbIE Pas3JIndust BOJIb Beex Tpex oceil (cM. Bacuibes u ap., 20106).
Brosib epBoii IMCKPUMUHAHTHON KAHOHUYECKOU (DYHKITUY TTPOSBUIINCH OTYET-
JINBblE MEKBU/IOBbIE U MEXKPOOBbIEe pazinyus (paHee OHM OTHOCUJIUCH CHUCTe-
MaTHKaMK K OJHOMY poay — Microtus), a BIOJIb BTOPOi DYHKIIMN HaOMI0AICT
OJITHOHAIIPABJICHHbII HapaJlIesIbHbII CIABUT 3JIMIICOUJIOB, XapaKTePU3YIOUUI
HU3MEHYMBOCTH MIPOSIBICHUST (DEHETHUECKUX KOMITO3UITHIT 0G0UX FO/KHBIX MOIBU-
JIOB TI0 OTHOIIECHIIO K 3JIUIICOnAaM 00enx ceBepHbIX GopM (puc. 2). JIpyrumu
CJTIOBaMH, BJIOJIb BTOPOI OcH Y 060UX BUIOB TIPU WX MPOJABMKECHUN HA fOT U Ha
ceBep HAOJIOIAT0TCS] BO MHOTOM TIapaJlie/ibHble CTPYKTYPHbIE H3MEHEHS B TIPO-
SIBJIEHUU OOJIBIIIOTO YHCJIa TOMOJIOTUYHBIX (DEHOB HEMETPUUYECKUX MTPU3HAKOB.

JuckpumuHanTHas KaHoHKH4eckas pyrkius 2 (DCF2)
5

> » O e

S Lo —

-8 -4 0 4 8
JuckpumuHanTHas kaHoHnueckas Gpynkuust 1 (DCF1)

Puc. 2. PesysbraTsl IMCKPUMHHAHTHOTO KAHOHUYECKOTO aHAIN3a TJIABHBIX KOMITOHEHT WH-
JIBU/IYJBHBIX KOMIIO3UIINIT TOMOJIOTMYHBIX (DEHOB HEMETPHUYECKUX IPU3HAKOB ueperna
cesepuoro (1) Alexandromys oeconomus hahlovi n 1xnoro (2) A. 0. oeconomus NOABUAOB TO-
JIEBKI-9KOHOMKH € ceBepHbIM (3) Lasiopodomys gregalis major v ioxunim (4) L. g. gregalis non-
BUJIAMU Y3KOUEPEITHOH IIOTIEBKHL.
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[IposiBnenme (hpeHOB UPE3BBIYAHO YCTONUYMBO K MPSIMOMY JIEHICTBUIO pas-
JIMYHBIX 9KOJOTUYECKUX (DAKTOPOB, YTO TTO3BOJUIO HAM HCIOJb30BaTh BHY-
TPUUHAUBUAYAIbHYIO  ((DEeHOTEHETUYECKYI0) HM3MEHUYMBOCTH  JTUCKPETHBIX
MOP(MOCTPYKTYP /I7Isi KOCBEHHOW OTIEHKU YPOBHSI 3MUTEHETUYCCKUX PA3THUN
MEKTy CPAaBHUBACMBIMU T'PYIIIAMH JKUBOTHBIX — MEPBI UX MUTCHETUYECKON
nuseprentny (Bacuibes, Bacuibesa, 2009a). YpoBenb anureHeTHYECKON TH-
BEpPreHIy OIEHMIN KaK KBajpaT 0000IIEeHHOro paccTosHus Maxananobuca
(D?). Mepa snureHeTMYECKOil AMBEPreHIINU aIJUTUBHA U BKJIIOYaeT B cebs,
KaKk MUHUMYM, /IB€ KOMIOHEHTBI: (DUIOTeHETYECKYIO U 9BOJIOIIMOHHO-9KOJIO-
rudeckyio. DuioreHeTnveckass KOMIIOHEHTAa COCTaBUIIA TTPUOIU3UTETBHO 76%
mosu o6IIeil MEKIPYIIMOBOH M3MEHYHBOCTH, IBOJIONIMOHHO-9KOJIOTIECKast
KOMTIOHEHTA O6beIMHNUIIA TPUOTU3UTEIBHO 24% MEKTPYIIMOBON AUCTIEPCUN 1
HOJIpa3ie/nach Ha Busocteinguieckyo (B3auMo/ielicTBIe «TaKCOH» X «cpejia
obutaHus») — 9% U HKOJIOrO-UCTOPUIECKYI0 — 0K0sI0 15% (napasiiesinsm mpo-
siBJIeHWST (DEHOB KaK Pe3yJIbTaT UCTOPUYECKOTO OCBOEHUST TAKCOHAMU CXOTHBIX
aKosIoTnYecKkux yciaosuit). DuroreneTnyeckass KOMIIOHEHTa W3MEHYUBOCTU
MHOTOKPATHO MPEBBICUITA HBOJIOIMOHHO-9KOJOTHYECKYIO TI0 BEJTMUNHE ee BKJIa-
112 B O0IIy10 MePY SIMUTEHETHUECKOI AUBEPreHIIn. B To ke BpeMst IpOsIBIIeH e
CYTIECTBEHHON 3KOJIOTO-UCTOPUYECKON KOMIOHEHTHI YKa3blBaeT Ha TO, YTO Y
000X CUMIIATPUYECKUX BUIOB MCTOPUYECKH BBIPAOOTAMCH CXOJHBIE HEOOPa-
TUMBbIe MOP(OTEHETHYECKIUE PA3IMUNS MEKIY CEBEPHBIMU U I0KHBIMU MTO/[BU/IA-
mu. TTocsieiHee MOXKeT OBbITh UCTOJKOBAHO KaK MIPOSIBIIEHIE Y CUMIIATPUIECKUX
BU/IOB TIAPAJITIEbHBIX MUKPOIBOJIOIMOHHBIX MTEPECTPOEK KOMILIEKca MOpdoio-
TMYECKUX CTPYKTYP OCEBOTO Yepera U HUKHEH 4esioCcTH, HOCSAIIMX B OCHOBHOM
HarpaBJIeHHbIN ajanTuBHbIN XapakTep (cM. Tarapunos, 1987).

[TomyIAIMOHHO-9KOJIOTHYECKIE 9KCIIEPUMEHTbI B J1aGOPATOPHBIX YCJIO-
BUAX M/WJIM B IIPUPOJIe KaK BTOPOE HallpaBJeHUe UCCJAe0BAaHUN B pycie DI
[IO/IPa3yMeBaIOT CJleyIolire acleKTsl. [luTesnpHoe ciexenue 3a IOy -
MU B IPUPOIHBIX YCJIOBHUSX, OCHOBAHHOE HA UX MOHUTOPUHTE U IIEPUOINYECKOM
U3BSITUU 0COOEH, TT0 CYTH MaJ0 OTJIHYAETCS OT aHAJOTHYHOTO MOHUTOPHHTA B
JIAbOPATOPHBIX YCIOBUAX. Pazinuns mo TexHuke cOopa MaTepuaja COCTOAT B
TOM, YTO B TIPHUPOJE OOBEKThI HEOOXOAMMO COGPaTh B ONpPEAETIeHHOE BPEMS B
COOTBETCTBYIOIINX OMOTOMAX, HO B HEKOHTPOJUPYEMBIX KIUMATHUECKUX YCJIO-
BUSAX CPebl. B HCKYCCTBEHHBIX YCJIOBUSIX YCIOBUS PasBUTHSI 0COGEH JOJIKHBI
OBITH CXOAHBIME, HO MOTYT KOHTPOJIMPOBATHCS aKcrepumeHTatopoM. Couera-
Hite 00eNX TEXHUK MOIYJISITHOHHOTO MOHUTOPUHTA, T.€. TTAPaJLIeIbHOTO aHAJN3a
OJIHOBO3PACTHBIX 0COOEN U3 TPUPOHBIX TIOMYJISIUN U TPOUCXOMISIIUX OT HIX
JIAOOPATOPHBIX TPYIIIL, O3BOJISIET MOJYYUTH HAMOOJIEE HHTEPECHDIE 1 COIEPIKa-
TeJIbHbIE PE3YJITaThl B 0OJACTSIX KaK SBOJIOIMOHHON, TaK W MOMYJISIITHOHHON
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9KOJIOTUH, MOCKOJIBKY B JJAOOPATOPHBIX YCIOBUSIX CHUMAKOTCS BCE MEKBHU/IOBBIC
(1leHOTUYEeCKHE ) B3AUMO/IEHCTBIS, YIPOIIAIOTCS BHYTPUTIONYJISIMOHHbBIC B3au-
MOJZIENCTBUS, a TakKe 06ecrednBaeTcst H3OLITOK PECYPCOB, UTO MOAETUPYET CO-
BEPIIEHHO MHYIO 9KOJOTHMYECKYIO CPey /I MHANBUAYATBHOTO PA3BUTH, YEM B
MPUPOHBIX YCIOBUSX.

[IpenmyiiecTBa ciaexenus 3a TPUPOIAHBIMU TOMYJISAIUSIMU, HATPUMED K-
BOTHBIX, COCTOSIT B TOM, YTO OCOOU HAXOJSITCSI B €CTECTBEHHOU CPeJie, MMEIOTCSI
BHYTPUIIONYJISIIIUOHHBIE U IIEHOTUYEeCKUE B3AUMO/IeiiCTBUST (KOHKYPEHIINs, 1aB-
JIEHVE XUIHUKOB, SIIM300TUU U JIP.), TIUTAHKE, KaK MPABUJIO, Pa3HOOOPA3HO 1
MOJTHOTIEHHO, HO KOPM HE SABJISIETCS PErYJISPHO U3OBITOUHBIM 1 TPEOyeT 10CTO-
STHHOTO MTOMCKA (COCTAaB KOPMa MOJKHO YCTAHOBUTH B MOJIEBOM 9KCIIEPHMEHTE).
[TockombKy TIPUPOHBIE YCJIOBUS SIBJISIOTCS HEKOHTPOJIHPYEMBIM (DAKTOPOM,
Tpebyercst TUTETbHO cOOMPaTh MaTepUaa B pacyeTe Ha OOHAPY’KEHHE CXOJI-
HBIX TIPUPOIHBIX CUTyaInil. XapaKTePUCTUKU CPeIbl AOJKHBI COBIAZATh KaK
B KJIMMAaTUYECKOM, TaK W TMOIYJISIIMOHHO-BUOBOM ¥ IIEHOTUYECKOM aCTeKTaxX
ofiHOBpeMeHHO. [10TOMY 000D CPAaBHUMBIX CHHIKOJIOTHMYECKUX CUTYAIUH B
MIPUPOTHOM cpefie HECKOIBKO 3aTPYAHEH, XOTS U TEOPETHUECKN BO3MOKEH TIPU
nmmtesnbaom Mmouutopunre (Bacuibes, 2005; Bacuabes u ap., 2014). B coaygasx,
ecJi TpebyeTCst BRISIBUTH MOP(OTEHETHYECKYEO PEAKITNIO PA3HBIX OHOTHITOB (TI0
WNorannceny) win crpykrypuo-dyukimonanbupix rpymmn (COT) (Bacuibes,
2005) B TOIYJISAIUY HA Te WU WHbIE YCIOBUS CPEbl B PACUETE HA CAMbIH MIUPO-
KU WX [IMANa30H, HeT HeOOXOMMOCTH OA60Pa CXOAHBIX KOHCTEJISIUN YCII0-
BUI CpeJIbl U HYKHO JIUIITh 00ECTIEYNTD TOTydeHne CHHXPOHHBIX U CHHTOMHBIX
BBIOOPOK, TIPE/ICTABJISIONINX CPABHUBAEMbBIE BHY TPUBUIOBBIE OUOTHUIIBI 1 MOP(BI
(Bacunwes u np., 20188). Panee I.B. Onenes (2002, 2004) na mpumepe 1UKI0-
MOPGHBIX BUOB TPHIZYHOB TIPEJIOKII BHYTPUIIONYISAIIIOHHBIE IPYIIIBI OCO-
Geit ¢ yCKOPEHHBIM U 3aMe/IIEHHBIM THITAMU OHTOTEHE3a, 4 TAKJKE TeX, KOTOPbhIe
YCKOPSITH Pa3BUTHE U CO3PEBAHNE TIOCJIe 3MMOBKH, Ha3bIBATh (DU3MOJIOTNIECKU-
Mu ynkmonasbabiMu TpynnupoBkamMu (OD@I). B nesom DT nosHocThIO
VKJIQIBIBAIOTCS B TEPMUHOIOTHYECKUE PAMKH TTpeToskeHHbIX Hamu COI 1 o1-
pakaloT OHTOTEHETUYECKUH acTIeKT BHY TPUTIONYISITIMOHHON TNBepCU(pUKAIINN.

Cuetyst JIOTUKE HKCIIEPUMEHTATBbHON HBOJIONUOHHON 3KOJOTUM, MBI CO-
BMmectHo ¢ H.IT EBmoxnmoseim m H.B. CuneBoil ocymiecTBUAN TTPUPOAHBIN
HKCIIEPUMEHT TI0 B3aMMHOMY (PEIUIIPOKHOMY) TIEPECEIeHITO Mpe/CTaBuTeei
reorpauuecKn yAaleHHBIX ToceeHnil 00bikHOBeHHOH cienyinonku (Ellobius
talpinus) n3 Openbyprekoil 1 Yensgbunckoil obaacreit. Oco6eHHOCTD dKCIIe-
pPUMEHTa COCTOSIA B TOM, YTO OPEHOYPICKUE 3BEPHKU SIBJISTIOTCS OYPBIMU 110
okpacke Mexa (Gypast Mopda), a CeBEpPHbIE YEPHBIMH, T.€. MeJAHUCTAMU (depHAst
Mopdha). ITo MO3BOJISLIO 110 OKPACKE JKUBOTHBIX IIPOCJIEAUTH CYIbOY TIepeceieH-
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I[EB MPU MEPUOAUYECKIX TOTATBHBIX BBIJIOBAX € TOCJICAYIONIMM BO3BPAIllCHHEM
ocobell B WX TIpesKHME ceMeliHble KOMOHUHU., K cojkajieHu o, TPy TPOBEICHUN
9KCIIEPUIMENTA B MTPUPOJIE BBUKUIN TOJTHLKO OPEHOYPICKIUE TepecesieHIbl Ha ce-
Bepe Yenstounckoil obmact — B Kynammakckom paitone. CeBepHble uesistOnH-
cKkue 3BepbKu Ha tore B OpeHOyprekoit 061acTu He IPUKUINCH U TTOTUOJIU 10
HESICHBIM [TPUYUHAM. JKCIEPUMEHT JJIUJICS TP Tofa. MOKHO OBLIO OKUIATH,
4TO Yepes HeGOIBINoe YUCIIO TIOKOJIEHUH Gy pbie TIepecesieHITb 10 CBOUM MOPdho-
JIOTHYECKUM OCOOEHHOCTSIM COJMBATCS ¢ YEPHBIMHE, OJTHAKO UTOT HKCTIEPUMEHTA
oxazasics uabiM (Bacuibes u zip., 2018a).

Metosamu reoMeTprYecKoil MOPOMETPIN MTPOAHATIU3UPOBATIA U3MEHYH-
BOCTh (DOPMBI HUJKHEH YETIOCTH ¥ YCTAHOBUJIM, YTO TIOJUTOHBI M3MEHYUBOCTH
OJIHOBO3PACTHBIX AGOPUTEHHBIX OYPBIX ¥ YEPHBIX 3BEPHKOB PA3HBIX TOMYJIATHI
He TePEKPBIBAIOTCS W PACTIONOKEHBI B PA3HBIX 06IaCTAX MOPGhOMPOCTPAHCTBA
(puc. 3). TTogUron UBMEHYHBOCTH TIEPECETEHITEB HECKOIBKO CMECTUIICS IO OT-
HOIIEHUIO K [TOJIUTOHY HCXOAHOIH GYPOii OpeHOYPTCKOI IPYIIITUPOBKH, COXPAHIB
HEKOTOPbIE XapaKTepHbIe IS POAUTETHCKON TTOMYJISIINT 4epPThI (HOPMDI T€ITI0-
CTH, OJTHAKO 9TO CMETEHNE He TTPUBEJIO K €70 COMMIKEHIIO € TTOMUTOHOM YePHBIX
0 OKPACKe TTKYPKI aOOPUTEHHBIX 3BEPHKOB.

Kanonnueckas nepementas 2 (CV2)

©6) 72

Openbyprekue
48 nepeceNeHIbl

2.4

Yensabunckue

OpeHGyerue ° aGopHrensl

a0OpHUreHsl

-4.8 24 0 2.4 4.8
Kanounueckas nepemennas 1 (CV1)

Puc. 3. Pacnonoxenne merox-nanamMapok (1-14) na muursaabHoll CTOpoHe HIDKHEN YeIIoCcTH
(a) ¥ pe3yIBTAThl KAHOHNYECKOTO aHAM3a MPOKPYCTOBBIX KOOPAMHAT (6), XapaKTepH3yIONINX
U3MEHYUBOCTb (DOPMbI HUKHElH vesmoctu oObikHoBeHHOU coerymonku (Ellobius talpinus)
B BBIGOPKAX U3 ABYX abOpPUTeHHbIX NOIyasanuii — cesepuoil (YemsOunckas 00J1.) U 105KHOIT
(Openbyprekast 06J1.) — U IKCHEPUMEHTAIBHONU TPYIIIBI TOTOMKOB MHTPOLYIIUPOBAHHBIX
OpeHOYPICKUX 3BEPHKOB.
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[ToaToOMy MOKHO 3aKJIOUNTH, YTO MOPMOTEHE3 YeTIOCTH OYPBIX HHTPOLLY-
[IEHTOB 1 a0OPUTEHHBIX YEPHBIX 3BEPHKOB B OJHOM U TOM JK€ JIOKAJIUTETE U B
OJIHO ¥ TO K€ BPEMSI TIPOTEKAET HEOMMHAKOBO. /[afHoe 00CTOSATETBCTBO YKA3hI-
BAET, C OJIHOU CTOPOHBI, HA TEHETHYECKYO CHEeNU(pUKY 00EUX UCXOAHBIX MOITY-
JISILUI U CIIOCOOHOCTD K OBICTPOI IIepecTpoiike MOpdorenesa y HHTPOLYLEHTOB
— ¢ apyroit. OHOBpeMEHHO ObIJIO YCTAHOBJIEHO, YTO PaccerBaHue 0ObHEKTOB B
mpejesiax MmoJIMroHa U3MEHUYMBOCTH HOCUT HECJHy4YaliHbIN XapaKTep M XapakTe-
pusyercs Kak csepxpaccensatue (overdispersion). B To ke Bpemsi ycTaHOBJIEHO,
4T0 B 06enx aGOPUreHHBIX BHIOOPKAX paccerBaHue 0ObEKTOB HOCUT CITyYailHblii
xapakrep (puc. 4). AABienue cBepxpaccenBaHmsl KOOPAMHAT B IPYIIIIE TepeceseH-
IeB MOJKHO TPAKTOBATh KaK BO3PACTaHWE Y MOTOMKOB OPEHOYPTCKUX 3BEPHKOB
Beepa MopdOoreHeTHYeCKUX peakiuii 1 pasmaxa MoAN(pUKAIIMOHHON U3MEHYU-
BOCTHU B HOBOH cpejie 0OMTaHUs Ha ceBepe apeasa Buia. Bo3aMokHO, UMEHHO BbI-
COKUIl ypoBeHb MOANDUKAINOHHON U3BMEHYMBOCTH U II03BOJINJI UHTPOLYIleHTaM
BBIKUTH B HOBOH cpese. OOHAPYKEHHBIN (haKT CMEIIEeHMs TPYNIOBOH HOPMBI
110 KOJTMYECTBEHHBIM TPU3HAKaM (DOPMBI HIZKHEH YeTfoCTH CBUAETETbCTBYET
0 TPUHIUITHAIBHON BO3MOKHOCTH OBICTPBIX MOP(HOTEHETHUECKHUX MEPECTPOEK
TIPU OCBOEHWHN TOMYJISTIHER HOBOH IEHOTHIECKOT 0OCTAHOBKH.

Cpeasisa AUCTAHIUS MEXKTY OIMDKaHIIIMU COCEIHHUMU
opauHatamu (MNND - mean nearest neighbour distance)

0.6 1
.l.
0.5 A l

0.4 4
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0.2 1

0.1

0.0 T -
OpenOyprckue  OpenOyprekue  YensiOuHckue
a0OpHreHBI TepeceIeHIIBI abopHreHs!

Puc. 4. CpaBHeH1e cpejiHEro ypoBHsI BHYTPUTPYIIIIOBOTO MOP(MOJIOTHIECKOr0 padHoobpasust
MNND (¢ y4ueToM cTangapTHbIX o160k — + SE) 110 hopMe HUsKHE yemocT 00bIKHOBEHHOM
CJIENYIOHKN B BhIOOpKaxX u3 cesepHoii (Yensounckas 0641.) u 1oxH0i (Openbyprekas 0041.)
a0OPHUTEHHBIX MOTYJISINI 1 9KCIIEPUMEHTATLHOI TPYTITBI TOTOMKOB OPEHGYPICKIX HHTPOJLY-
LICHTOB.
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Takum 06pasoM, SKCIIEPUMEHT B TIPUPOJIE BBISIBUJ HEOAUHAKOBYIO MOP(DO-
TEeHETUYECKYIO PEAKITUIO TIPE/ICTABUTENICH PA3HBIX MOTYJIANNNA HA OTHU U Te JKe
YCJIOBHST, BO3MOKHOCTD OBICTPOIT (3a MaJoe YKCJI0 TIOKOJEeHUI ) MopdoreneTr-
YeCKOM TepecTpoiiKky ¢ (hopMUPOBAHNEM HOBBIX KOMIIPOMUCCHBIX MOP(HOIOTH-
YEeCKUX 0COOEHHOCTEN, TTO3BOJISIIONIMX MHTPOYIIEHTAM I0JKaHaM CYIECTBOBATD
B HOBOI GMOIIEHOTHYECKON 00CTAaHOBKE U B OKPY/KEHUU IIPeCTaBUTE €N APYTOit
— CeBEPHOI — MOy JISAINHN.

pyrum 1puMepoM TIPUPOHOTO SKCIIEPUMEHTA, TIPOBEJIEHHOTO B €Bpa3uii-
CKOM Mactrabe, sIBJISETCs TIOBCEMECTHAS WHTPOAYKIMS OHAaTphl B XX B. Ha
TeppuTopuio esponeiickux crpad u peciryoank PCDOCP. Tonyaunonnas and-
(hepeHIMaIst BU/IA COTPOBOKIATIACH BBIPAOOTKON CriennpIeckKuX a[anTaruii K
HOBBIM yCJIOBUSM obuTanus. 110 9Tol mpudrHe TPOIEece MHTPOAYKIIMH OHATPBI
MOKHO PACCMaTpUBaTh B KaueCcTBe aHasora reorpadudeckoro ¢hopmMoobpasoBa-
HUS U 110 MOPQOreHeTHYecKOMY U3MEHEHUIO HOMYJISIUN CyIUTh B II€PBOM IIPU-
GJIVZKEHUH O CKOPOCTH U 9(P(HEKTUBHOCTH HauaIbHbIX 9TAIIOB MIUKDPOIBOJIOIUIL.

Matepuaiom st McCJeI0BAHUS TTOCTEACTBIH MHTPOLYKITUN BHU/A TIOCTTY-
JKUJIA OTHOPOJHBIE B BO3PACTHOM OTHOIICHWU AJIJIOXPOHHBIE BBIOOPKH CETO-
JieTok oHzaTpsl U3 KypraHckoil obsactu u mojyoctpoBa SIMaj, coGpaHHbIe Ha
HavasbaoM (B 1954 u 1955 rr.) u mosaaem (B 1979-1980 rr. u 1989 r.) aramax
WHTPOAYKIIMHU Buja. MeToJJlaMi TeOMeTPUUECKOi MOP(hOMETPUN U3YUUTH U3-
MeHunBOCTH padmepos (CS — centroid size) u hopmbl HIKHE YeTOCTH, SIBJIS-
IONIelicd OIHUM U3 BaKHBIX B 9KOJIOTHYECKOM OTHOIIECHUH OPTAaHOB, CBSA3AHHBIX
¢ hyHKIMEl TUTAaHUS JKUBOTHBIX. B ceBepHO AMATbCKOI MOTYJIAIUNA 3BEPHKI
HMeJTH JIOCTOBEPHO MEHBIIINE Pa3Mepbl HIKHEN YesI0CTH 110 CPABHEHUIO C TIPe/i-
CTaBUTEJISIME I05KHOM Kyprauckoi. Onnako k Konity XX B., uepes 40—50 sret no-
cJie Havyaula Ipoliecca MHTPOAYKIINY, pa3Mepbl HUKHEH 4esli0CTH Y JKUBOTHBIX B
BBIGOPKAX U3 ATUX MOTYJIAINA CTAIN MPAKTUYECKN OIMHAKOBBIMH, T.€. TIEHTPO-
WJIHbIE pa3MePbl HUBEJINPOBAJINCH 110 BeJUYMHE.

B pesysbrare kKaHOHMYECKOT0 aHaIN3a IIPOKPYCTOBBIX KOOPJAMHAT, XapaKTe-
PUBYIONIIX U3MEHUMBOCTH (hOPMBI MAHANOYT 0GHEKTOB, YCTAHOBJIEHO, 4TO B Ce-
BEPHBIX U I0KHBIX TIOMYJISAIUSX OHAATPHI (hopMa HUKHEH YeTI0CTH Pa3indarach
U Ha HaYaJbHOM aTarne UHTpoaykiuu, 1 B koHie XX B. (Vasil'ev et al., 2017).
Buonb nepsoit kanonnueckoii nepemennoii (CV1) npogsuiach HauGobIias 1
MOYTH MapajiieJibHast TpAaHCHOPMAIIUST YETIOCTH B 00EUX TTOMYJISIIUAX, KOTOPast
OTpaskaeT MPOSIBJIEHNE HATIPABIEHHON XPOHOTpahUIECKOi NUBMEHIYMBOCTH W CO-
crasisger 58.8% o1 obuieil MeKTPYIIIOBON guctiepenn (puc. 5).

Pa3zmax MOpP(hOreHETHIECKIX MTEPECTPOEK AJIOXPOHHBIX BBIOOPOK y CeBep-
HOU TPYIIUPOBKU OKa3aJICsl BBIIIE, YeM Y I0KHOMU, YTO MOKHO CBsI3aTh ¢ GoJiee
CYPOBBIMHU YCJIOBUSIMU OOUTAHMSI OHAATPBI B JiecoTyH pe AMmana. Bross Bropoit

46



IKCIHEPUMEHTAJIbHAA 9BOJIIOIIMOHHAA 9KOJIOTHUA

(6) Kanonuueckas nepementas 2 (CV2)

‘ I e N2 o,

-2

4

Kanonnveckas nepemensas 1 (CV1)

Puc. 5. Pasamemenne metok-yanaMapok (1-16) na JMHrBaIbHOI CTOPOHE HIDKHEN 4esiocTn
OHIATPBI (2) ¥ Pe3yJIbTaThl KAHOHUYECKOTO aHAIN3a TTPOKPYCTOBBIX KooparHat (6), Xapakre-
pusyionux Gopmy HIKHE Y4eJ0CTH Y aJJIOXPOHHBIX BBIOOPOK OHIATPHI HA PA3HbIX dTaIax
WHTPOAYKINU B ssMasTbeKoit (7 — 1955 1., 2 —1989 1.) u kypranckoit (3 — 1954 1., 4 — 1979—
1980 rr.) nomysAusax (TeHeBble MPOEKIUN CXeMaTH4eCKO KoH(pUTyparum HIKHEN YeTtocT
OTPasKAIOT ee HAnGOJIbINIE U3MEHEHHUST BIOJIb KAHOHUYECKHX OCeil).

ocu (CV2) 6bL1a BeIpakeHa MOpoOreHeTIecKas ClelnduKa CeBepHbIX 1 I0K-
HBIX ITOIYJISIIINIA, COXPAHSIONIASICS HA PA3HBIX TANAX UHTPOLYKIIMH U XapaKTe-
pu3yIolas nposiBjieHue reorpaduvyeckoii usmenunBoctu. Ha aTy kKaHOHUYeCKy10
nepeMeHHyI0 TpuxoauTcs 29.0% MeXTpyIImoBOi IUCIIEPCHH, T.e. B [[Ba pasa
Menbine, ueM Ha CV1. Broab tperbeli kanonndeckoir ocu (CV3) nposiBuioch
B3auMOoJIeiicTBE (HAKTOPOB: «3TANl MHTPOAYKITUUY> X <«JAHAMADTHO-KIMMATH-
JecKue pasamausty. JbdeKT B3anMoaeiCTBIS, OTHAKO, 0KA3aJICsI OTHOCUTEIBHO
HEBEJINK, CYIS 110 BEeJIMYIHE MEKTPyIoBoi aucnepcun (12.2%).

Takum 06pasoM, MOKHO 3aKJIHOUYHTh, YTO B Pe3yJibraTe WHTPOLYKIIUU OH-
JIaTphl Ha fore 1 ceBepe 3anagHoii Cubupu B ee (HOPIOCTHBIX TOMYJISIIIUOHHBIX
TPYIIUPOBKAX IMPOU3OILINA CYNeCTBEHHbIe MopdoreHeTnueckue u (HyHKIN-
OHAJIbHBIE M3MEHEHUs, CBSI3aHHBIE C Pas3jnuueM KOH(pUTYparnuil MaHIuOy.IL.
XpoHorpadudeckre namMeHeHus (GoOpMbl HUKHEH YeJIOCTH OKa3aiucCh B 3HA-
YUTEHHON Mepe CXOJHO HAMPABIEHHBIME, YTO YKA3bIBAET HA CXOJCTBO ajall-
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TUBHBIX MophoreHeTnuecKux 3(PGhEKTOB B CEBEPHOIN U I0KHON TOITYISAIUSX.
[Ipn aTOM MCXOAHBIN pasMax MEXIOMYJISIMOHHBIX PA3JIMIUi OCTAJICS TPEsK-
HUM, HECMOTPST Ha TO, YTO B 9TUX TIOMYJISIIUAX KOHMDUTYpaAIst MaHOYJT U3-
MeHUIach. [109TOMY MOKHO 3aKJIOUUTh, YTO HAOMIOMAIOTCS HAIPABJICHHbIE
MopdoreHeTnvecKe MepecTpoiikyn HIDKHEN vyemocTu oHzaatp. llapanienbHbie
npeobpazoBanust MOpGOreHesa B CEBEPHOI U I0KHOU TOIYJISIIIUSIX MOKHO 00b-
SACHUTD JIUIIb PE3YJIBTATOM IIOCTEIIEHHOTO BCTPAUBAHNA BHU/IA B HOBYIO /711 HETO
[[EHOTHYECKYI0 00cTanoBKy. [TocseiHee MPUBEIO K N3MEHEHHIO IKOJTOTHIECKUX
HUII TOMYJIAIUHN, 4TO cJiefyeT U3 CYIIeCTBEHHOM TTepecTpoiiku KoH(urypamii
Manau6ys K KoHiyy XX B., T.e. 06€CIeUNII0 BBIOJTHEHUE BUIOM IPYTUX TPOhH-
yeckux (OYHKIMIH B YCIOBUAX MHTPA30HAIbHBIX I[EHO30B Ha ceBepe U Iore.

CitezioBaTesIbHO, 3 1IOJIYBEKOBOM 1IepruoJi UHTPOJAYKIIMU OHJATPbI B aHa-
JIOTHYHBIX WHTPA3OHANBHBIX GUOTOTAX Ha fore U ceBepe 3amaganoit Cubupn
MPOU3OIIIN MUKPOIBOJIONUOHHBIE COOBITHS, CBSI3aHHBIE C BO3HUKHOBEHWEM
CYIIECTBEHHBIX MOP(MODYHKIIMOHATBHBIX U MOP(OreHETUYECKUX TIePeCcTPo-
ek KoH(pUTypalu HUKHEW 4esf0CTH B TIPOCTPAHCTBE U BO BpeMeHU. [loatomy
BBISBJIEHHBIE OT/aJeHHble MOP(hOJIOTHIECKNE TTOCTE/ICTBUST WHTPOAYKITUN OH-
JaTPbl MOTYT CJIY/KUTHh TPUMEPOM OBICTPON HAIPaBJIEHHONH MUKDPOIBOJIOIM-
OHHOII TepecTpoiiku MopdoreHesa MOMYJSIIIUN BUIa-UHTPOLYIIEHTA B HOBBIX
JUISI HETO 1[eHOTUYecKnX ycsoBusx. [lomydeHnHble pe3ysbraThl yKa3bIBAlOT Ha
BBICOKUU aJ[AIITUBHBIN MTOTEHIIHA BUA U CIIOCOOGHOCTD €0 K OBICTPBIM MOP-
(dorenernueckuM MPe0OPA3OBAHUSIM, UTO, TTO-BUAUMOMY, OIPEAENSET YCIex
PaCIpOCTPaHEHHsI OHAATPBI B OOJBITHHCTBE TIPUPOAHDBIX 30H EBpasuu. B ciy-
Yyagx HeKOHTPOJUPYEMO 9KCIAaHCUU UHBA3UOHHBIX BUJIOB 110 KpaitHell Mepe y
HEKOTOPBIX U3 HUX M0 aHAJIOTUM C OHJATPOM CJieyeT 0KUAaTh BO3HUKHOBEHUS
GBICTPBHIX AANTUBHBIX TIEPECTPOEK MOP(HOreHe3a B UCTOPUIECKUX, a HE B F€0JI0-
rudeckux Macirabax BpeMenu. JJaHHbIi mipottece GBICTPOIl epecTpoiiki aBTOX-
TOHHOTO GHOTUYECKOTO COOOIIECTBA 32 CYET BCTPAUBAHKS B HETO arPecCHBHOTO
WHBAa3MOHHOTO BHU/IA MOKHO, BEPOSITHO, 0003HAYUTH KaK MUKPOPUILOUEHO2EHES.

B urore mpoBeseHHOTO «IKCTIEPUMEHTA» CTAHOBUTCS SICHO, YTO MOA0OHBIE
OITBITHI SIBHO OTHOCSITCS K 00JIACTH HKCIIEPUMEHTANBHO 9BOTIOIIMOHHON 9KOJIO-
TUH, a TEXHOJIOTHS 9KCIEPUMEHTATHHOTO TECTUPOBAHUST MOP(OTEeHEeTHYeCKON
PEaKIMy Pa3HbIX BHYTPUBUIOBBIX (DOPM Ha OJTHU W T€ K€ YCJIOBUS CPEbI MAJIO
OTJINYAETCST OT TOTO, KAK HTO OCYNIECTBISIIOCH ObI P JIAO0PATOPHOM pas3Bejie-
HUU 3BePbKOB B BUBapuu. I[Ipu aTOM ecTb /lajke HEKOTOPbIEe 3HAYUTENbHBIE TIPe-
HUMYIIECTBA, TOCKOJIbKY HET HeOOXOAUMOCTH CIIEIUATBHO KOPMUTD U COAEPIKATH
3BEPHKOB, KaK 9T0 TpebyeTcs jiesiaTh B BuBapuu. Kak yxxe ormMmeuanoch, oHu 06u-
TAIOT B €CTECTBEHHOM cpejie, a IMeTa JKUBOTHBIX MaKCUMAJTbHO COOTBETCTBYET
IIPUPOTHOM.
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B To ke BpeMs 9KCTIEPUMEHTBHI B YCIOBUSIX BUBAPUS 110 CHHXPOHHOMY CO-
JIEPKAHUIO U Pa3BEJICHUIO JTaOOPATOPHBIX KOJIOHUN OJIU3KUX BUIIOB B TEUCHIE
HECKOJIBKUX TTOKOJIEHUN U UX JaJbHEHITUH MOP(OJIOrUIecKril aHain3 ToKe
MOTYT UMETh TPSIMON BBIXO/l B 9BOJIOIMOHHYTIO 9KOJOTHIO. PaccMOTpUM KOH-
KPETHBIN MPUMEP, CBI3aHHBIN C U3yYeHHEeM COIPSIKEHHON MOP(OJIOrMUecKoi
M3MEHUYMBOCTU Y JIBYX BUIOB-ABOMHUKOB — 0ObIKHOBeHHOU (Microtus arvalis
[. obscurus) u BoctouHoeBpomneiickoii (M. rossiaemeridionalis) mojseBok — B
ycaoBusix BuBapusi. JlaHHOe ucciefoBanne ObLIO BBIOJTHEHO HAME PaHee CO-
BMmectHO ¢ D.A. Tunesoit u [[.JO. Hoxpunbim. CpaBHUBa/IN 3BEPHKOB TPEX I10-
CJIEJIOBATEBHBIX OKOJIEHIH JTaGOPaTOPHBIX KOJOHUN 060UX BUIOB-IBOIHUKOB
10 KOMILJIEKCY METPUYECKUX IIPU3HAKOB OCEBOTO 4epera M HUKHEH YeJIOCTH.
Pesynbrarsl IMCKPUMUHAHTHOIO KAHOHNYECKOTO aHA/IN3a KPAHNOMETPUYECKUX
MPU3HAKOB aJUIOXPOHHBIX BBIGOPOK CPABHIBAEMBIX BU/IOB ITPUBEIEHBI HA PUC. 6.

DCF3

Puc. 6. PesysTaTsl IUCKPIMIHAHTHOTO KAaHOHMYECKOTO aHAJM3a pa3MepoB 1 (OPMBI oce-
BOTO uepelria M HIKHEH 4YeJIOCTH 3BEPbKOB TpeX IO0CIe0BaTeNbHbIX IoKoIeHuit (1-3)
obbikHoBenHO (M.ar. — Microtus arvalis f. obscurus) n Boctounoesponeiickoir (M.r. — M.
rossiaemeridionalis) M0JIEBOK B yCJIOBUSIX BUBAPHOTO PAa3BE/ICHUSI.

JIuHaMITKa OpIMHAT TIEHTPOUIOB BHIOOPOK TPEX MOKOJEHU T KaKIOTO BUIA
MIPe/ICTaBJIeHA B IPOCTPAHCTBE TPEX MEePBbIX INCKPUMUHAHTHBIX KAHOHUYECKUX
dyukiuit (DCF1-DCF3), xapakrepusyiomux okoJio 80% MeXrpyImnoBoii auc-
nepcuu. Bee MEXKIpyTIIIoBbie pa3inydus BAOJIb MEPBBIX ABYX TMCKPUMUHAHTHBIX
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oceli OKa3aJMCh CTATUCTHUECKN 3HAYUMBIMU: BJIOJIb TIEPBOI INCKPUMUHAHTHON
kanonnveckoil pynknun (DCF1) mposgBuimnch 4eTkue Me;KBUIOBLIC PA3TUINS,
a B1osib Bropoii (DCF2) — BHYTPUBU/IOBbIE PA3JIMUM MEXK/IY T10CJIe/I0BaTE b-
HBIME TTOKOJIeHUstMU 060uX BuioB. CTpesiKaMi Ha PUCYHKE yKa3aHbl HATIPAB-
JIEHUSI CMEIIEHUS OPJIMHAT IEHTPOUIOB KasK/[0TO BU/IA OT MEPBOTO K TPEThEMY
MOKOJIEHUIO, KOTOPbIE XapaKTepU3yIoT u3MeHeHne pa3mepoB u (hopMbl (1TpoIop-
I[1i) OCEBOTO Yepera U HUKHel yesoctu. BUpHO, 4T0 y 000UX BU/IOB IIPOU3OIILIO
MPAKTUYECKN TapajiieJbHOe OJHOHAIIPABJIECHHOE U3MEHEeHWe KPaHUMOMeTphuye-
CKUX MPU3HAKOB B Py TOKoJIeHU. Bee 0600611eHHbIe paccTosiHst MaxaiaHo-
Guca (D?) MeKLy CpPaBHUBAEMBIMHU MTAPAMHU [EHTPOU/IOB JITIOXPOHHBIX BLIGOPOK
BU/IOB-/IBOMHHMKOB OKA3aJIUCD IIPU 3TOM CTATUCTUYECKH JOCTOBEPHBIMHU.

Taxm 06pa3oM, BCETO 32 TPH MOKOJIEHVSI COAEPIKAHUS B YCTOBUSAX BUBAPYISI
3BEPHKOB JTAGOPATOPHBIX KOJOHWH ABYX GJIM3KMX BUAOB y HUX HAGIIOMAIOTCS
cyliecTBeHHbIe, OZIHOHAIIPpaBJIeHHbIe U T1apaJjliebible Mopdosiornyeckue rnepe-
CTPONKM OCEBOTO 4epena W HUKHEH Yeq0CTH, KOTOPBIE TIPU 9TOM HE CBSI3aHbBI
¢ MEXBUIOBBIMU paszandusiMu. [10cKoJIbKYy OfHOHANpaBsieHHble (MapaJiiesb-
HbIE) U3MEHEHUsI HaOJII0AI0TCS Y ABYX PAasHBIX BUIOB, OHU HOCSIT HECTy YAl HbIT
XapakTep M CBSI3aHbI ¢ OOIIUM JIJIsT 000OUX BHUIOB M3MEHEHUEM 9KOJOTHYECKUX
YCJIOBUH, B KOTOPBIX MPOTEKAET UX pa3BUTHe. B aHHON cuTyarmm TPyAHO CO-
MHEBAThCSI B TOM, 4TO MPOU3OIILIO OBICTPOE HATIPABJIECHHOE U3MeHeHne MOPGhO-
reHe3a 000MX BUJIOB B YCJIOBUSIX BUBAPHOTO COEPIKAHUS, KOTOPOE 00YCJIOBIEHO
coueTaHreM MOAMMDUKANUOHHON U3MEHYMBOCTH U JBUKYIero orbopa. Mewo-
MEH «€CTeCTBEHHOTO 0TGOPa» 0OBIYHO OUeHb TPYIHO 0OOCHOBATD U JI0Ka3aTh, HO
B JIAHHOM CJIy4ae uHOe OObsSICHEHUE MPOCTO 3aTPYAHUTENbHO. [[pyroil Bompoc
COCTOHUT B TOM, KaKOB B ATOM cJiydae cyberpar othopa, T.e. Kak (hopMupyorcest
orGupaemble (PEHOTHIIBI, U KaK OCYIIECTBISIETCS] HAPABJIEHHOCTD MopdoreHe-
THyeckoi nepectpoiiku? He gcHo Takxke, KaKOB MeXaHU3M UX (UKCAIUN U Ha-
CKOJIbKO HEOOPATUMBI 9TH U3MEHEHIs?

[MockombKy CKOPOCTh U Mactitab MOphOTeHeTHYECKIX M3MEHEeHWiT OKa-
3aJTMCh BEChMa BEJMKH, B KauecTBe HanboJiee BEPOSTHOTO MEXaHH3Ma MOKHO
MIPE/IOJIATaTh TTOCTEIOBATEbHOE aKKyMYJIUPOBAHWE «JJISITUXCS MOAupuKa-
IIUIi» 32 CYET HAKOILJICHWS TPAaHCTEHEPAITMOHHBIX AITUTEHETHUECKUX TIEPECTPOEK,
BBI3BAHHOE XPOHUYECKUM CTPECCOM (CM. BBIIIE) TIpecTaBrTes el 060UX BUIOB
B YCJIOBUSIX BUBApHUs. JTO BO MHOTOM HAIIOMUHAET OTIMCAHHBIN B Cepe/luHe MPo-
ntoro Beka K.X. Yompuurronom agdext nosisienust U (huKcaiuu B MOKoJie-
HUSX HOBBIX MOJIMMDUKAININ, BBI3BAHHBIX XPOHMUECKUM CTPECCOM, KOTOPBIA OH
HazBaJl «accuMuisinmeii npusnaxos» (Waddington, 1942a, 1953, 1956, 1957a,b,
1958; Yommunrron, 1947). TIocKoJIbKY CMEPTHOCTD B JTAGOPATOPHBIX KOJOHUSIX
JKUBOTHBIX OBLIIA HU3KOU, MOXKHO C BBICOKOU BEPOSITHOCTHIO MTPEAIIOJIOKUTD, 4TO
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MIPOUCXO/INJIN HANPABJICHHbBIE CTPECC-MHIYIIMPOBAHHbBIC MUTEHETUYECKUE W3-
MeHeHust MOp(doTeHesa y peicTaBuTe el 000MX BUIOB, KOTOPbIE COMTPOBOJK/IA-
JIMCh UX TPaHCreHepallMOHHbIM HacaeqoBanueM (cm. Jablonka, Raz, 2009).

N3amenenns n nepexiodeHrss Mopdorenesa ;KUBOTHBIX, MHAYITUPOBAHHBIE
pasHbBIMU BUJIAMU CTPECCAa U OCHOBAHHbIE HA TPAHCTeHePAIMOHHBIX d(derTax
SIHUTEHETHYECKIX TIEPECTPOEK TEHOMA, ObLIH OGHAPYKEHDI PA3HBIMU aBTOPAMU
y pasIM4YHbIX MOJEAbHBIX BUui0B (Bacuibesa u ap., 1995, 2007; Jablonka, Lamb,
1996, 2005, 2008, 2010; Bonduriansky, 2012, 2013; Burggren, 2016), T.e. onu
NEHCTBUTEIBHO MOTYT GBITH PEAbHBIM MOJIEKYJISIPHBIM MEXaHU3MOM TIOJI0OHBIX
GBICTPBIX TIEPECTPOEK MOpdorenesa.

Bricokas ckopocTh MOP(OTreHeTUIeCKUX MEePECTPOEK TOJIEBOK B BUBAPUU
(HE3aBUCHIMO OT WX MOJIEKYJSIPHO-TEHETHMYECKMX MEXaHW3MOB U IBHIKYIINX
(hakTOpPOB) yKa3bIBaeT Ha OOIIYIO TIOTEHI[MATBHO BBICOKYIO (DEHOTUINYECKYTO
wiactuatoctTh (Schlichting, 2003; Pfennig et al., 2010) stux Bumos, cro-
COGHOCTh UX K OBICTPBIM MOP(OTEHETHYECKUM M3MEHEHUSIM U BO3MOKHBIM
YCKOPEHHBIM TIEPECTPOIKAaM MUKPOIBOTIOIMOHHOTO XapakTepa P PE3KOM 13-
MeHEHUN ¥,/ M1 YXYANIEHUH YeaoBuit o6uTanust. X0poIno MOHITHO, YTO TAKOTO
po/ia AKCIIEPUMEHTBI B KOHTPOJIUPYEMBIX U/ HEKOHTPOJIUPYEMBIX YCIOBUIX
BUBApHUS MOTYT ITPOJIUTD CBET HA 9BOJIOIIMOHHO-9KOJIOTMYECKOE TIOHUMaHWE TI0-
TEHITUATBHBIX MOP(MOTEHETHUECKUX MTEPECTPOEK PA3HBIX BHYTPUBUIOBLIX (hOPM
B M3MEHEHHON cpe/ie, OIIEHUTh HATIPABJIECHUS 1 CKOPOCTH TIPe0OpasoBaHuil MH-
MUBUYQJIHOTO PA3BUTHS U MHOTHE IPYTH€E BOIIPOCHL

[TonynanMoOHHO-1IEHOTUYECKUE <«IKCIIEPUMEHTBI> U MOHUTOPUHT TaKCO-
LIEHOB — ellle OJHO HalpasJjeHue B pyciae DID. Ocobblil uHTEpEC B 9TOM OT-
HOIIEHUU TIPEJICTABJISIET aHAINU3 PA3HBIX (HOPM COTPSIKEHHON M3MEHYUBOCTHU
CUMITATPUYECKUX BUJIOB HE B JAOOPATOPHBIX YCIOBUSIX (KaK B PACCMOTPEHHOM
BBIIIIE TPUMEPE), @ B TIPUPOJHOI cpefie. ITO MOTYT GbITh MPOSBJICHUS COMPSIKEH-
HOH reorpaduueckoil, XxpoHorpadu4eckoil uin GUOTOMUYECKO U3BMEHYNBOCTU
V PasHBIX BUIOB OIHOTO TakcoleHa. [laparenbHblii anamma MophoIormiecKoit
U3MEHYUBOCTH CUHXPOHHBIX BBIOOPOK CHUMITATPUYECKUX BU/IOB, HACEISIONIIX
JIOKaJIbHBIN OMOTOII, COOTBETCTBYET MIPUBEICHHOMY BbIIIIE TIPUMEPY HapaJiieib-
HOTO U3y4YeHUST MOP(MOTeHETHUECKUX PEAKIINI Pa3HbIX (POPM B OJTHUX U TEX JKe
JabopaTopHbIX ycaoBusx. Haubosiee TPOCTBIM aHATIOTOM JIA0OPATOPHBIX HC-
cJleIOBaHMiT MOHUTOPUHTOBBIM HAGJIFOJICHUSAM B TIPUPOHBIX YCIOBUIX MOKET
ObITH cOOP JAHHBIX MO ATJIOXPOHHBIM CUHTOITHBIM BBIOOPKAM CUMIIATPUYECKIX
BHUIOB B €CTECTBEHHOU cpejie, KOTOPBIN PEeTyaIpHO (€KETOMHO) TTPOBOAUTCS B
OJIUH U TOT JKe ce30H U BpeMeHnHol oTpe3ok (Bacusbes u ap., 2010a). [Toaromy
M3y4YeHUe CUHTOIHBIX AJJIOXPOHHBIX BBIOOPOK TPENCTABUTEIEH CHUMIIATpIYe-
CKHUX BUJIOB SIBJISIETCSI TIPSIMOI aHAJIOTHEN JTabOPATOPHOTO CPABHEHHUSI, KOTOPOE
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[IEPEHECEHO B €CTECTBEHHBIE TPUPOHBIE YCIOBUS, HO He TpeOyeT 3aTpaT Ha Co-
JiepKaHue U pa3Be/icHe SJKUBOTHBIX MJIA BBIPAIIIUBAHIE PACTCHWI.

Kiraccuuecknm mpuMepoM oIy IS IIHOHHO-TIEHOTHYECKOTO IKCIIEPUMEHTA B
TIPUPOJIHBIX YCJIOBUSX SBJIIETCST NccaeioBanne, panee nposegennoe H.I. Esyo-
KUMOBBIM (1979) 110 CO3MaHNI0 «9KOJOTHYECKOTO BaKyyMay IyTeM JIOKAJTbHON
JlepaTU3aIUU U JATbHEHIIEero CIeKeHns 32 BOCCTAHOBIEHIEM BUIOBBIX KOMIIO-
HEHTOB JIOKAJILHOTO COODIIECTBA IPBHI3YHOB. B 9TOM ciydae B pupoie Mojes-
POBAJINCH CUTYAINH, KOTOPbIE IPOUCXOJIST MPU HEU3OUPATENHHOM SJIMMUHATINT
JKUBOTHBIX, HAITPUMEP TIPU HABOAHEHUM Wi noskape. OJiHaKo B laHHOH paboTe
pPaccMaTpPUBAJINCH JIUIIb BHYTPUIIONYJISIIIMOHHbBIE TIPOIIECCHI Y PAa3HBIX BUIOB
IPBI3YHOB, BXOJSIIMX B COCTAB COOOIIECTBA, U IMHAMUKA COOTHOIIIEHUST BUJIOB,
HO He aHAJIM3UPOBAIUCEH 001IMe MOP(hOreHETHYECKHE TIEPECTPONKH TaKCOIeHa
TPBI3YHOB, KOTOPBIE TIPU 3TOM JIOJKHBI TPOUCXOANTh. MbI mpoBesi (BacuibeB
u ap., 2016a) ¢ TOMOIIBI0 METOIOB TEOMETPUIECKON MOP(HOMETPUH aHAI3 MOP-
(boreHeTHUECKUX M3MEHEHMIT (DOPMbI HUKHEN YeTIOCTH Y ABYX OJU3KUX CUMITa-
TpuuecKux BUA0B — pbukell ( Clethrionomys glareolus) v xpacuoii ( Clethrionomys
rutilus) — MOJICBOK MTPU BOCCTAHOBJICHUH X CHHTOITHBIX TIEHOMOMYJISIIIUN TOCTIE
Hen3OUpaTeIbHON SJIMMUHAIINN — CO3/IaHUsI JIOKAJTBHOTO «9KOJIOTYECKOTO Ba-
KyyMa» 32 CYeT TOTAJTbHONU JiepaTU3allii B OYare reMOpparndeckKoil JTUXOpagKu
B I0KHON Taiire Yamyprun (KusHepckuil p-oH) B 30He TIAHUPYEMBIX JIeCO3a-
roToBoK. /lanHas Moziesb (haKTHIeCKN UMUTHPOBAJIA CUTYAIIUIO, BO3SHUKATOTIYTO
[P BeceHHell Hen3OMpaTeJbHON dIMMUHALIMN JOKAJIbHBIX LEHOMOMYISAIUNA 1
COOOBIIECTB TPHIBYHOB M WX TOCEAYIONIEM BoccTaHOBIeHN. [Ipu aHamuse n3-
MEHYUBOCTH PA3MEPOB U (POPMbI HIKHE YETIOCTH B IIPOIIECCE BOCCTAHOBIEHUN
JIOKQJIbHOTO HACEJIEHUST TPBHI3YHOB OBLIN BBISIBJIECHBI KAK CXOJHbBIE Mapalliesib-
Hble, TaK U BUAOCHEpuIHbIe MOphoreHeTnyeckre usMenenus. QOGHAPYKeHbI
BUJIOBBIE PA3JIMYUS B U3BMEHEHUU TTI0KA3ATeJIsI BHY TPUTPYTIIIOBOrO MOP(opasHo-
obpasus (MNND — mean nearest neighbor distance (Hammer, 2009)) dopmbl
HIKHEHN YeTI0CTH Y BU/Ia-TIOMUHAHTA — PBIKEH MOJIEBKY W KOHKYPHUPYIOIIETO 32
TEPPUTOPHUIO BUIA CYOMOMUHAHTA — KPACHO ToJsieBku. Pasmast MopdoreHeTH-
yecKkas peakius OJU3KUX BUIOB JICCHBIX MOJEBOK MPU 3aMOJTHEHUN «9KOJIOTH-
YECKOTO BaKyyMa» MOKET PACCMAaTPUBAETCS KaK Pe3yJibTaT CHUKEHUS YPOBHS
KOHKYDPEHTHBIX OTHOIICHWI st BUAA-CyOIOMUHAHTA 1 9(DPEKT KOMITIEHCATOD-
HOTO TOBBIIIEHST MOP(HOPazHOOOPasKsl BUAA-IOMUHAHTA B YCJIOBUAX HUBKON
MJIOTHOCTU U HETIOJHOTBI COCTaBa COOOIIECTBA B COOTBETCTBUU C IKOJOTHYE-
CKUM <IPUHIUTIOM KomTieHcarun» 10.11. YepHosa.

B mpoTuBOIONIOXKHON CUTYallMN Yy CUMIATPUUYECKUX BUIOB — MaJIOH Jiec-
Hou mbttu (Syloaemus uralensis) v poukeit monesku ( Clethrionomys glareolus),
OTHOCSIIIIUXCSI K PA3HBIM CEMEHCTBAM, HO HCTOPUYECKHU JITTUTENTEHO OOUTAIONIX
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Ha OJTHON M TOW jKe TEPPUTOPUHU B OJHUX U TeX K€ MO COCTaBY TAaKCOIEHAX B
Openbyprekoit  obmactu, HaGJIHOAATICH OJHOHATPABJIECHHBIE ITaPaJLIeTbHBIE
u3MeHeHust (DOPMbI HUIKHEN YesN0OCTU, XapaKTEePHbIE [Jisi COOTBETCTBYIOIIMX
(a3 AMHAMUKU YUCJIEHHOCTU, HO He CBSI3AHHbIE C MEKBUIOBBIMU PA3IUIMSIMU
(bospimakos u ap., 2013). [TockobKY HUKHSAS YeJTIOCTh, KaK YK€ OTMEUaJIoCh,
BBITIOJIHSIET B OCHOBHOM TPO(MUUECKYIO (DYHKIINIO, TO OOJIbIIIE MEKBUIOBbIE
Pa3INYUsT OTPAXKAIOT MJIABHBIM 00Pa3oM crielu( UKy MUTAHMS TI0JIEBOK U MbITITEeN
(puc. 7). IMapannenbuble nu3amMenenust OPMbI YETIOCTH YKA3bIBAIOT HA CXOJHBIE
u3aMeHeHust Tpoudeckux (yHKIMA 060UX BUIOB B 1I€HO3¢ Ha PasHbIX (aszax
YUCJIEHHOCTH, T.€. BEPOATHO, U Ha 0BIIee IS TIPEACTaBUTeeH JOKATLHOTO TaK-
coreHa MoZIM(UKAIMOHHOE N3MeHeHne MopdoreHesa, Hocsiiiee GyHKITHOHAb-
HO-TIEHOTUYECKUI XapaKTep.

Kanonnueckas nepemennas 2 (CV2)
S. uralensis C. glareolus

v

VpoBeHb
OTHOCHTEIHHOMN
YUCIICHHOCTH:
® V Hu3Kas
© V cpenHss
O ¥V BBICOKas

OTHOCHTENIbHAS
YKHCIIEHHOCTD

45 -0 5 0 5 10 15
Kanonunueckas nepemennas 1 (CV1)

Puc. 7. Pe3ysbraThl KAHOHUYECKOTO aHaJIM3a MPOKPYCTOBBIX KOOP/MHAT, XapaKTepPU3yOINUX
(opMy HUKHE 4YesloCTH, B CUHTOIHBIX BBHIOOPKAX U3 MOIMYJSAIUN MOl JIECHOU MbIIIK
(Sylvaemus uralensis) v poixeit nonesku (Clethrionomys glareolus) npu Tpex pasHbIX YPOBHSAX
YUCJIEHHOCTH TaKCOIEHA TPIBYHOB B OPeHOYPreKoit o61acTi. DIIUICOU/IBI PACCEUBAHNST OP-
JIMHAT BHIOOPOK XapakTepusyoT 95% Aucrepeun.

CHMKeHMe UIN TIOBBIIIEHNE YUCJICHHOCTH HpelICTaBI/ITeJIefl TaKCOIl€eHa CO-
ITPOBOKIAETCA 00BIYHO U3MEHEHUEM ero cOCTaBa U COOTHOIIEeHUS JloJiell BUJIOB
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JIOMUHAHTOB U CyOIOMUHAHTOB. IIpU BBICOKO# YMCIEHHOCTH Y CIOBHS OJIaronpu-
SATHBI 11 GOJIBIIMHCTBA BUA0B, (POPMUPYIOIIUX TaKcOoLeH (MoKeT Hab o aTh-
cs1 JIasKe CMEeHa JIOMUHAHTOB), a TIPU HU3KOIl, HATIPOTUB, BUBI-CYOIOMUHAHTHI
MOYTH TIOJIHOCTBIO MCY€3aI0T, Oy/y4n 3aBElOMO MeHee MPUCTIOCOOJEHHBIMU K
JTAaHHOU PeTUOHAJIBHOU cpejie, ueM TOMUHAHTHI. Bo3dpacTanue B TakcolleHe OTHO-
CUTEJIbHOU JI0JTM BUJIOB-JIOMUHAHTOB [P CHUKEHUH 00II[el YNCJIEHHOCTH TPbI-
3YHOB JIOJ;KHO KOMIIEHCHPOBATLCSA TiepepacipesiesieHneM X (pyHKITMOHATbHON
1nenoTuveckoil Harpysku. Iloaromy mepectpoiiku Mopdorenesa BU0B-IOMU-
HAHTOB 1P 9TOM MOTYT HOCUTb HAIIPaBJICHHDBIN (HYHKIMOHAJIBbHO-KOMIIEHCA-
IMOHHBIN XapakTep (Ha TEOPETUYECKYI0 BO3MOKHOCTb 3TOrO paHee yKa3bIBaJl
FO.1. Yepros (2005), Koria OHU BBIIOJIHSIIOT B COOOLIECTBE AONOJHITEIbHBIE
dyskuuu (raaBHbIM 00pazoM TpohUUecKre)) B3aMeH BUI0B-CYOJOMMHAHTOB,
KOTOpPbIE HAXO/SATCS B 9TOT MOMEHT B CTJIMU JCTIPECCUN YUCICHHOCTH.

TakuM 06pa3oM, TPOCTON MapaLIeNbHBIH MOHUTOPUHT CHMIIATPHYECKUX
BU/IOB TaKCOIIEHA TIO3BOJISIET OTIEHUTD IBOJTIOIIMOHHO-9KOJIOTUIECKUE MEXaHM3-
MBI MEKBUIOBBIX B3aUMOJICHICTBUI W MTPUPOY CUHAIKOJIOTHUECKUX KOIBOJIOIN-
OHHBIX ITEPECTPOEK MOP(OTreHe3a B COOOIIECTBE.

[Tpy momosHUTENBHOI 9KOJIOTHYECKON HAarpy3Ke Ha TAaKCOIIeH 3a CYeT JIo-
KaJIbHOTO TEXHOTEHHOTO 3arPsi3HEHUsT CPe/lbl OOMTAHMUSI, UTO SIBJISIETCS CBOEO-
GpasHbBIM BBIHYKIEHHBIM [TPUPOIHBIM «3KCIIEPUMEHTOM> , IOSIBJISIETCS PeaibHAsT
BO3MOKHOCTb TTOJIYUUTD OIEHKU YCTOMUNBOCTH MOp(orene3a CMMIaTpUIeCKIX
BUJIOB JOMUHAHTOB 1 CyOJOMIUHAHTOB B 9KOJIOTMYECKU U3MEHEHHOW UMITAKTHOI
cpezne. CTaHOBUTCS IPUHITUTTMATHBHO BO3MOKHBIM BBISIBUTD HAITPABJICHUS 1 CKO-
pocTb MOphOreHeTHYeCKUX TPeoOpPasoBaHUil TIPU XPOHUYECKOM BO3JEHCTBUM
TeX WM WHBIX TEXHOTEHHBIX TIOJUTIOTAHTOB, ONPEAETUTh 001ne U creruduyie-
ckue MopdoreHeTuYecKre peakiuy BUJ0BbIX KOMIIOHEHTOB TaKCOIIEHA.

Paccmotpum B aTOl CBSI3M pe3yJbTarhl nccaenoBanuii (Bacuibes u ap.,
2010a), mpoBesieHHBIX B 30HEe BOCTOUHO-YPAIbCKOTO PaMOAKTUBHOTO CJIE/Ia
Ha MPUMeEpPe AJLTOXPOHHBIX BEIGOPOK U3 CHHTOTHBIX MOCETEHUH MAJIOH JIeCHON
Mol (Sylvaemus uralensis) n xpactoii nosesku ( Clethrionomys rutilus). C no-
MOIITHIO TEOMETPUIECKON MOP(MOMETPUN BBISTBUIN BBICOKYIO CTETICHD COTIPSIKEH-
HOCTU XPOHOTpaUUECKON M3MEHUMBOCTU (DOPMBI HUKHEH YETIOCTU TOJEBKU
u mbiuy B 3oHe BYPCa. PesyibraTbl KaHOHMYECKOTO aHalIu3a IIPOKPYCTOBLIX
KOOPJIMHAT, XapaKTePU3YIOINX N3MEHYUBOCTH (DOPMBI HIKHEH 4emfocT 110 16
TOMOJIOTUYHBIM JIaHIMAapPKaM, TIPe/ICTaBJICHBI HA puC. 8.

Bupno, uTo BAOL MIepBoii KaHOHWYecKOH nepeMerHol (CV 1) BbIpasKeHb!
MEKBUIOBBIE PA3IMyns, KOTOPbIE, KAK 3TO YK€ OTMEYAJIOCh BBIIIE JIJIS IPYTON
Mapbl BUIOB, 9BOJIOIMOHHO c(hOPMUPOBAJINCDH B CBA3U € PA3HON TPOPUIECKON
crierrau3sanueit. Bgoss Bropoit kanorudeckoit ocu (CV2) y 060ux cuMmmarpu-
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Kanonnueckas nepemennas 2 (CV2)
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5] S.uralensis C.rutilus
(BYPC) (BYPC)
14
04
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21 S.uralensis C.rutilus
3 (KonTpous) (KonTpos)
-5 4

25 20  -15 -0 -5 0 5 10 15
Kanonnueckas nepemennas 1 (CV1)

Puc. 8. Conpsxennas TexHoreHHast U3MEHUYNBOCTD (DOPMBI HIKHEH 4eTIOCTH IBYX CUMIIATPH-
YeCKUX BUJIOB: Mauloii iecHoil Mbliiu (Syloaemus uralensis) v kpactoii mosiesku ( Clethrionomys
rutilus) Ha KOHTPOJIBHOM ydacTke 1 B 3oHe Bausiaust BYPCa. dumnconspl 06beanssior 95%
ocobeii BeIGopku. TeHeBble KOH(BUTYpAIN XapaKTePU3YIOT OCHOBHBIE HAIIPABJIEHST H3MEHE-
Hust OPMBI HUKHEI 4e1ocT 000MX BUIOB BJIOJIb [IEPBBIX IBYX KAHOHUYECKUX [IEPEMEHHbBIX

(CV1uCV2).

YECKHUX BUAOB IIPOABUIICA CTATUCTUYCCKHN 3Ha‘-IHMbIﬁ HapaﬂHeHbeH‘/JI n O/IHO-
HaHpaBJIeHHbeI CJIBUT IIEHTPOU/I0OB MMIIAKTHbBIX BbI60pOK N UX 2JIJIMIICON/I0B
paccernBaHMAg 11O OTHOIIEHWIO K KOHTPOJIbHBIM. HaHOMHI/IM, 4yToO Ka}KIIbII;,I JI-
suncon oobeauuger 95% opaunar ocobeii ot 0b1ero oobema Boibopku. Takoi
HapaﬂﬂeﬂbeIﬁ CABUT UMITAKTHBIX BI)I6OPOK y O6OI/IX BU/I0B MOJKET 6I)ITI) OIHO-
3HAYHO MHTEPHPETHUPOBAH KaK IIPOABJEHUEC Y HUX OI[HOHaHpaBJIeHHOI';I TEXHO-
TeHHOU M3MEHUYNBOCTH.

Ha puc. 8 npusenennr 06001eHHbIE TEHEBbIe KOH(DUTYPAI[UI HIZKHEN de-
JocTH 060MX BUIOB, XapaKTePU3YIOIUe HAIPaBICHUS MEKTPYIIIOBON M3MEH-
YUBOCTHU B/[0JIb KAHOHUYECKUX ocent. COHpH}KeHHaH TEeXHOIreHHasad USMEHYUBOCTD
POSBUIACH B HAPYIIEHMH a/IJIOMETPUYECKHUX 3aBUCUMOCTEN [IPU POCTE Pa3HbIX
MOP(OreHeTHIeCKUX MOAYJIeil HUKHEH 4eTiocTh: y 000MX BUAOB yrHETaercs
POCT MOZYJISI YIJIOBOIO OTPOCTKA, HO YCUIMBAETCS B I0P3aJIbHOM HAIPaBICHUN
POCT MOZYJISI BEHEYHOIO OTPOCTKA. IpyriuMu cioBaMu, y 0O00UX BUIOB B MMIIAKT-
HBIX IPYIIINPOBKAX BbIPakeHa napaJjuie/ibHas Hecnennduueckas MopdoreHeTu-
yecKas Peakiids Ha XPOHMYECKOEe BO3AEHCTBUE TEXHOI€HHbBIX PaAHOHYKJIHMIOB,
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YTO W TIOATBEPIKAAET MPOSBJICHIE B ATOM CJydae TEXHOTEHHOH (hopMbl MexK-
IPYTIIIOBOI N3MEHYUBOCTH.

Broab TpeThelt KaHOHUYECKOU TTepeMEHHON, Ha KOTOPYIO TPUXOAUTCS HAW-
MEHbBINIAasg M3MEHYMBOCTD, MPOSBUIOCH 3HAYMMOE B3auMo/IeiicTBIE (haKTOPOB
«Bun» X «Biusinne BYPCa» (p < 0.002): B 1anHOM HampaBjJeHUN MEKTPYITIO-
BBIX Pas3IUuUil HAOMIOMAETCS BUAOCTIENUMDUIHOCTD MOP(OTEHETUIECKON peak-
un Ha Biausiine BYPCa. Takum o6pa3oM, eciii BOJIb BTOPOH KaHOHMYECKOM
ocu riposBiisieTcst Hecnielruduueckoe Bozneiicteue BY PCa, To BioJib TpeTbeii —
crierudryeckoe. Tem He MeHee U B IEPBOM, U BO BTOPOM CJIy4asix y 00OUX BUJIOB
BbIpa’keHa MopgoreHeTnYecKast peakius Ha gakTtop «siausHue BYPCas.

[lns cpaBHeHUS pa3Maxa BHYTPUBH/IOBBIX PA3JIMUNl MEXK/LY KOHTPOJIbHbI-
MU W UMIIAKTHBIMHU TPYMITMPOBKAMHI Y MBIIIH U TIOJEBKY MCIOIB30BAIN 0600-
lieHHble paccTosHusg Maxananobuca (D?). Okasajock, yTO y MajJod JIECHON
MBIIIH 9TOT TIOKa3aTes b o4TH B 2 pasa Boiiie (D? = 9.6; p < 0.001), yem y kpac-
noit mosieBku (D? = 5.3; p < 0.001). /Ipyrumu ciioBamu, MopdhoIornaeckne pas-
JINYUST MESKLY BBIOOPKAMHU MAJION JIECHO MBI UMITAKTHOTO ¥ KOHTPOJIBHOTO
YUYACTKOB 3aMETHO GOJIBIIE, YeM TaKOBbIC y KpacHOU mosieBku. ClreoBaTe/IbHO,
YYBCTBUTEJBLHOCTbh ¥ MOp(oreHeTHYeCKass PeaKTUBHOCTh MBI Ha JeHCTBUE
XPOHWYECKOTO PAAUATTMOHHOTO (haKTOPa OKa3aIach BBITIE, YeM Y TTOJIEBKH.

JlomoTHUTEIbHO MBI OTIEHUJTN ¥ BHY TPUTPYIITIOBOE MOP(OJIOTMYECKOE PAa3HO-
obpasuie, UCIOIb3YsI METOT AHAIM3a JIUCTAHIINA MEK/TY OMKANIIMEI COCEHIMU
toukamu (MNND). Haniomuum eliie pas, 4To JAHHbBIN METO/| TI03BOJISIET OIIEHUTh
XapakTep PacIpeiesieHUst OPIIHAT 0cO0elt B MIIOCKOCTH MOJIUTOHA M3MEHIUBOCTH
KOHKPETHOU BBIOOPKH, YIUTHIBASI CTEIIEHD UX arPErMPOBAHHOCTH B TIPEJIENIAX T110-
surona (Hammer, 2009). HysieBoii tumoTe3oii pu aTOM SIBJISIETCS CJIyYalHbIT
[IyacCOHOBCKHIT XapakTep pacipesesnenuss 06beKToB. C MOMOIIBIO MPOrPaMMBbI
PAST MBI OIEHUIIN, SBSAETCS JIM PACHIPEIETCHIE IBYMEPHBIX KOOPAUHAT 00b-
€KTOB KJIACTUPOBAHHBIM (arpernpoBaHHbBIM ), CIIYIAUHBIM (ITyaCCOHOBCKUM ) WJIN
HabJo1aeTcs uX Hecaryvaiinoe ceepxpaccesatnne (Hammer et al., 2001).

Boruncnsnn nokasatesns R, KOTOpbIid SAB/IeTCS OTHOLIEHWEM YABOEHHOMN
CpeHel IUCTAaHIINU MEKILY OIMKAUIIIMI COCEIHUME OPANHATAMK K KBapat-
HOMY KOPHIO W3 CPEJHEN TIIOMAIH MTOJUTOHA 3MEHYUBOCTH, TIPUXOSIIETOCS
Ha o/inH 00BeKT: eci R < 1, To HabmoaeTcst Kiaactepusanus Touek (hopmupy-
I0TCs1 OT/leJIbHBIE UX arperaliuu); eci R> 1, to cyuectByer heHOMeH Hecrydaii-
Horo csepxpaccensanus (overdispersion) touek; npu R = 1 — pacnpeznenenne
HOCHT CJIy4allHBIN ITyaCCOHOBCKUM XapakTep.

Wcnonp3oBanu Takske /[Ba JPYTUX MOKA3aTessd — peabHasd CPEIHSS JNC-
TaHIM 10 Gumkaiimmx cocequux touek (MNND) 1 TeopeTrdeckas OsKugaeMast
cpennsia quctannus (ExpNND), osydeHHas NCXOJIS U3 CIy4allHOTO XapakTepa
pacripeniesienus Toyek. Kak yske orMedasnoch BbIllie, Cyis 1o BesimuuHe R 1 coot-
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nouenuto nokasareseit MNND u ExpNND y pa3HbIX IPYILI, MOXKHO OLlEHUTb He
TOJIBKO XapaKTep pacipesiesieHust TOUeK, HO U COOTHECTHU CTENeHb BHYTPUTPYTI-
1oBoro pasnoo6pasus (Hammer, 2009).

Pacuersl npoBesin 110 IByM KaHOHWYECKWM TiepeMeHHBbIM. [Ipu aToM MbI
UCKJIIOUUJIA U3MEHYUBOCTD, 0OYCJOBJIEHHYIO 3aBEIOMO BUIOBBIMU MOP(HOJIO-
TMYECKUMU PA3JINYMSAMHU, KOTOPbIE TIPOSIBUJINCH BJIOJIb MIEPBON KAaHOHUYECKON
nepemennoii (CV1), a ucnoJsib30Ban B JlaJIbHENIIEM aHAJIN3€e TOJBKO JIAHHBIE
1o Bropoil u tperbeit ocsam (CV2 u CV3), B1osib KOTOPhIX Oblia 0OHAPYKEHA
Hecrnieruduyeckad u crenududeckas peakiuu Ha Biausaue BYPCa. Tlokaza-
Tesb R y KOHTPOJIbHBIX BBIGOPOK 060MX BUIOB OKa3ascst GJIM30K K euHuie (0T-
KJIOHEHWE OT €JIMHUIIBI HEJOCTOBEPHO B 060UX ciydasx). VIHBIMU cloBaMHu, y
KOHTPOJIbHBIX TPYIIT 060UX BUIOB HAOMIOIAETCS CydailHbIil XapaKTep pacipe-
nesnennd todek. Hanporus, 3Hadenus R B ciyyasx MMIAKTHBIX TPYNIIHPOBOK
060UX BUIOB OKA3aJIUCh IOCTOBEPHO GOJIBIIE EIMHUIIBI, T.€. B THX CITyUYAsIX TTPO-
SIBUJIOCH cBepxpaccerBanue (overdispersion) opauHaT TOUEK.

N3 puc. 9 BUAHO, 4TO cpejHue 3HAYEHUS AUCTAHIUNA 10 OMsKaimx co-
cenaux opauHaT (MNND) cylliecTBEHHO HUKe B 0OEMX KOHTPOJBHBIX TPYII-
MMPOBKAX MO CPAaBHEHUIO C MMIAKTHBIMU. [Ipruem y Masoil JecHOW MBIITHN B
UMITAaKTHON TPYNITUPOBKE YPOBEHb BHYTPUTPYIIIIOBOTO PasHOOOPasust, KOTOPOE
orennBaeTcs 1o BesmanHe MNND, okazacs TOCTOBEPHO BBITIIE, YeM B COOTBET-
CTBYTOIIEH MMITAKTHOW TPYITIe KPACHOH T0JIeBKU. KOHTPOIbHBIE TPYIITTUPOBKN
000UX CUMIIATPUYECKUX BUAOB UMeIoT Osinskue snayenuss MNND.

Hemnapamerpuueckuii kputepuii Kpackesa-Yosmca, SBAgionuiics aHamio-
roM 0JIHO(aKTOPHOTO JIMCIIEPCUOHHOTO aHAJN34, BBISIBUJI 3HAUUMbIE MEKIPYII-
MOBbBIE Pa3anuus 1o rnokadaresio MNND mMexkly KOHTPOJbHBIMUA U UMITAKTHBIMI
rpymnuposkamu o6oux sunos (H = 36.5; p << 0.0001). MuTtepuperupys moury-
YeHHbIE Pe3yJIbTaThl ¢ MOP(OreHeTHYECKON TOUYKY 3PEHHUS, B CITy4ae UMITAKTHBIX
IPYIITUPOBOK OGOMX BUAOB MOYKHO YBEPEHHO TOBOPUTH O BO3HUKHOBEHUU Y
3BepHKOB, oburaonux Ha teppuropun BYPCa, Beepa OHTOTeHETHYECKUX TPa-
€KTOPUI1 U BO3pACTaHUU B Pe3yJIbTaTe 3TOr0 BHYTPUIPYIIIIOBOIO MOP(hOreHeTu-
yecKoro pasHooGpasus. st ocobeit 000MX BUIOB M3 KOHTPOJBHBIX YYACTKOB
XapaKTepHO HOPMaJIbHOE TIpoTeKaHne MopdoreHesa, a peaausanus Mopdore-
HETUYECKUX TTOANPOTPAMM B 3TUX MOMYJISATIMOHHBIX TPYTIUPOBKAX KUBOTHBIX
HOCHUT €CTEeCTBEHHBIN CJIyUaiTHBIN XapaKTep.

JIpyroii actekT uccjaeoBaHust OBLT CBsI3aH ¢ aHAJU30M MPOSIBICHUS CO-
MPSKEHHONW XPOHOrpadUYecKoil M3MeHYUMBOCTU (DOPMbI HYKHEH YestocTu y
CPaBHUBAEMbIX BHJIOB I'PbI3YHOB, obuTaomux B 3oHe Bausanus BYPCa. Kano-
HUYECKUI aHAJIN3 TIPOKPYCTOBBIX KOOPAMHAT, XapaKTePU3YIONTUX NU3MEHYUBOCTD
bopMbl HUIKHEl YemocTh B 12 ajtoXpOHHbBIX BEIOOPKaX 000MX BU/IOB, TI03BOJIMJI
BBISIBUTD 5 3HAYUMBIX KAHOHMYECKUX TIePeMEHHbIX. Bob 1epBoii ocu, Kak u B
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Cpennsis muctanims (MNND) mexay OamxadniMu
coceHUMH opauHaTamu Baoias CV2-CV3
0.6 4

0.5- _}

0.4+

0.3
0.2
0.1 m
0 T T T

Kontpons BYPC  Koutpons BYPC
Mauas nectast mpimie  Kpachast moneska

Puc. 9. Cpasuenue Besnunn cpeanux guctaniuii MNND (¢ yuetom ux omubok, + SE) 1o G-
JKaflmX opAnHAT cocelHuX 0cobeil B KOHTPOsIbHBIX U uMIakTHbIX (BYPC) BhiGOpKax AByX
CUMITATPUYECKUX BUIOB — MAJION JIECHON MBIIITH U KPACHO TOJIEBKH — TI0 UHANBUILYATbHBIM
3HAYEHUSM BTOPOU 1 TpeThell kKanoHnueckux nepemennbix (CV2, CV3).

MPEBIIYITIX BapUaHTaX aHAIN3a, TPOSIBUIINCH MEKBU/IOBBIE TAKCOHOMUYECKIE
pasnnunst. J{jst Gosiee CTPOTOil OIEHKU COTPSIKEHHOCTH MOP(OTeHETHYECKUX
peaxIuii IByX CPaBHUBAEMBIX BUIOB BO BPEMEHU TIPOBEJIA KOPPEJIATIMOHHBIN 1
perpeccoHHbBIN aHAIN3bl 3HAUEHUI OPAMHAT TOJIBKO BJIOJIb BTOPOU KaHOHUYE-
CKOW TIepeEMEHHON MESK/Iy MEHTPOMIAMHU AJIOXPOHHBIX BBIGOPOK KPACHOI 10-
JIEBKM U MaJIoit siecHo# Mpitu (puc. 10).

Koadbdurment koppessaiuu [Iupcona npu olieHKe CBSA3M 3HAYCHUH OpAU-
HaT BBIOOPOK BOJIb BTOpPoi kaHonudyeckoii ocu (CVA2) Mexay opamHaTaMu
LEeHTpouI0B 06oux BuoB coctasua r = 0.90 (Z = 2.52; p = 0.012). Apyrumu
CJIOBAMHU, CTATUCTUYECKM 3HAYMMasi COIPSSKEHHOCTb XPOHOrpaduyecKoil m3-
MEHYHBOCTH (POPMBI HUXKHEH YETOCTH Y 060X BUIOB OTYETIIMBO MTPOSIBUIACH
B/I0JIb BTOPOil KAaHOHWYECKOW IIePeMEHHON 1P IapaJljIeJIbHOM CPaBHEHUM MX
AJTIOXPOHHBIX BBIGOPOK. DTH PE3YJIBTATHI CBUIETEIBCTBYIOT O BHICOKOM KOIBO-
JIOIMOHHOM IIOTEHIMAJIe BUJIOB, KOI/a cXo/iHas MopdoreHeTnyecKas peaxiius
[POSIBJISIETCS] B CUHTOIIHBIX 1 CHHXPOHHO J00BITHIX BEIOOPKAX CUMITATPUYECKIX
BUJIOB B IIINPOKOM JIMAIiazoHe KoJIeOaHMil MEKTO0BbIX YCITOBHIA.

Takum 00pasoM, pes3yJbraThl MPOBEACHHBIX HCCIEAOBAHUI MOKa3bIBa-
0T, 9TO TOMYJSITUOHHO-TIEHOTUYECKUH TO/IX0/l K U3YUYEHUI0 U3MEHYUBOCTU U
MOpdOpasHO0OPasust TIPU UCIIOJIB30BAHUU METOI0B Te€OMETPHUYECKON MOpGo-
METPUU TI03BOJISIET OOHAPYKUBATH B MIPUPOAHBIX YCJIOBUSX IPOSIBJICHUS Jie-
crabusmsanuu MophoreHesa MOMYJISIIIUNA OTIENbHBIX CUMIIATPUYECKUX BUJIOB,
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OppuHath! AUI0XPOHHBIX BEIOOPOK C. rutilus Brons CV2

0.6 1
0.3 1
0.0 -
r=0.90
-0.3 1 t=4.06
p=0.015
0.6 1 e 7=252
e 003 p=0.012
094 | 2008
-1.2 -0.8 -0.4 0.0 0.4 0.8 1.2 1.6

OpauHAaTh! AUIOXPOHHBIX BBEIOOPOK S. uralensis Bpons CV2

Puc. 10. Koppemanusa u uHeiHas perpeccust HEHTPOUAOB (€ YI€TOM BEJINYNH CTAHAAPHTBIX
oumbok * SE) ainoxXpoHHbIX BbIOOPOK S. uralensis u C. rutilus B1o1b BTOPOI KAHOHUYECKOI
nepementoii (CV 2).

dhopmMupyOIIHX SAPO coobiiecTBa. [IpOBEICHHDII BhIIe aHATM3 MTOATBEPKIACT
CYIIIECTBOBAHNE TEXHOTEHHON M3MEHUYMBOCTU HE TOJHKO KAK TOMYJISIIMOHHOTO
SIBJIEHUS, HO U TO, YTO B CUHTOITHBIX I'PYIIHUPOBKAX CUMIIATPUUECKUX BUJIOB
napaijie;ibHas TEXHOTeHHAs M3MEHYMBOCTD MOXKET MPOSBIATLCA TaKKe W Ha
ypoBHe OMoTHYecKUX coobIiecTs. ToyueHHble pe3yibraTbl MOTYT HOCIYKHUTh
OCHOBOI JIJIST OPTaHU3AINK U TIPOBEAEHNST MOP(OreHETHYECKOTO MOHUTOPUHTA
MIPUPOIHBIX TOMYJISIMI U TaKCOIIEHOB B TEXHOTEHHO M3MEHEHHBIX YCIOBUSIX
CPe/Ibl.

B 3aksrouenre paccMOTPHUM ellie OINH BasKHBIN aCTeKT TOMYJISIIIMOHHO-TIe-
HOTUYECKOTO CPAaBHEHMSI Ha MPHUMEPE aHaIM3a CONPSIKEHHOH reorpadudeckoi
M3MEHYMBOCTH I03KHBIX U CEBEPHBIX YPAJIBCKUX TTOMYJISIIIUN TPEX BUIOB 3eMJIEPO-
eK: 00bIKHOBEHHOIT (Sorex araneus), cpenneii (S. caecutiens) n manoii (S. minutus)
Oypo3y0oK, B3SITHIX B KaueCcTBE MOJEJIN TaKCOIlleHa. BBIOOPKHM U3 H0/KHBIX I10-
MyJIIUi 3eMiepoek Jo0biTel B VbMeHcKoM 3anoBegarke Ha IOxHOM Ypaire,
a M3 CEBEPHBIX — B OKpecTHOCTSX moc. KeitaeiM Ha CeBepHOM Ypase. /lanHoe
HCCIIeIOBaHIE MBI TaKKe TIPOBEJIN HA OCHOBE TIPUMEHEHUSI METO/IOB TeOMeTprye-
ckoit mopdomerpun (Vasil'ev et al., 2015). KopoTko paccMOTprM HEKOTOPbBIE pe-
3yJIBTAThl CpaBHEHUs. B aHasm3e ucrmomb3oBain 20 TOMOJIOTHYHBIX JIAHIMAPOK,
XapaKTePU3YIONINX U3MEHYUBOCTh KOH(DUTYpAITMT HUIKHEH 4eTI0CTH M HUKHE-
ro 3yOGHOTO psizia 3eMyiepoek. 110 MPOKPYCTOBBIM KOOPAWHATAM ITPOBEJIN AHAJIH3
TJIABHBIX KOMIIOHEHT, PE3YJIBTAThI KOTOPOTO TIPEICTaBIeHbl Ha puc. 11.
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I'maBnas xommonenTa 2 (PC2)
Sorex caecutiens

3

0.024 | Sorex araneus

0.016 |-
Sorex minutus

5

0.008 FOsxHBIi Ypan

0+

-0.008

T

6

CesepHblit Ypan

-0.016

-0.024 -

-0.0321

1 1 1 1 1 1 1
-0.03 -0.02 -0.01 0 0.01 0.02 0.03 0.04 0.05
I'maBuas xomnonenta 1 (PC1)

Puc. 11. PeaynbraTsl opaunanyuu (GopMbl HIKHEUETIOCTHLIX BEeTBel y IIpeJicTaBUTes el 10K-
HBIX (7, 3, 5) 11 ceBepHBIX (2, 4, 6) YPAIBCKUX MOITYJIAININ TPEX CUMITATPUICCKUX BUOB 3eMJIe-
poek (1,2 — Sorex araneus, 3,4 — S. caecutiens, 5,6 — S. minutus).

[Tosturonbl MI3MEHYMBOCTH CEBEPOYPATBCKUX MOIYJISIINI BCEX TPEX BHUIIOB
OKa3aJIMCh CMeIeHbl BHI3 OTHOCUTEJBHO ITOJUTOHOB COOTBETCTBYIONINX IOXK-
HO-YPAJIbCKUX IOIYJISIINIA, YTO OTPAKAeT TPOSBIEHUE Mapajien3Ma reorpa-
(brrueckoit MI3MEHYNBOCTH Y CPABHUBAEMBIX BUJIOB 3eMyepoek. leorpadrueckas
M3MEHYMBOCTH cjlabee BbIpakeHa y cpeaHeil 0ypo3yOKu, CHHTONUST KOTOPOI ¢
0OBIKHOBEHHOW 1 MaJjioii GyposyOKkamu Ha Ypajie OCYIIECTBIISIETCS B MEHbIIEH
CTEIeHH, YeM Y MOCeIHUX ABYX BUI0B. HeckonbKo wHaue GyyT BBITJISAETD M10-
JIUTOHBI MI3MEHUHUBOCTH, €CJIM CHITh MEKBH/IOBbIE TPAHUIIBI 1 MIOJIYIUTH OOTIHIA
JITST TAKCOTIEHA TTOJIUTOH M3MEHUYMBOCTH. Tak, Ha puc. 12 npeicTaBieHbl pe3yb-
TaThl YCJIOBHOTO OOBEANHEHNUST TIOJIMTOHOB M3MEHUHUBOCTH TPEX BUIOB OTAEIBHO
— KaK JIJIs1 J0KHO-YPAJIbCKOT0, TaK U /UL CEBEPOYPATBCKOTO TAaKCOI[EHOB.

Bce coo06111ecTBO MOJTHOCTBIO OIUCATD KpaiiHe TPYIHO WK II0YTH HEBO3MOIK-
HO, HO TAaKCOIIEH — KaK (hparMeHT GHOTUYECKOTO COOOIIECTBA, M3YYUTD BIIOJHE
peasbHO, UCIOJIb3Ys €T0 B KauecTBe 1EHOTHYECKON MOJIesin. 30HA TPAHCTPECCUN
[IOJINTOHOB I0;KHOTO U CEBEPHOTO TaKcolleHOB (cM. puc. 12) B peasibHOCTU BbIpa-
JKeHa Kpaiite ciabo 13-3a UX CMEIEeHUs] OTHOCUTEILHO JPYT JIPYTa BIOIb TPEThEil
rJIaBHOI KoMIToHeHThL. [ToaToMy nopoctpancTBa (MopdhoHuiim) 000UX TaKco-
IICHOB TIOYTH HE MEPEKPHIBAIOTCS B 061IEM MOP(OTPOCTPAHCTBE BAOJb MEPBIX
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I'naBnas xommonenta 2 (PC2)
TOxub1i (M1bMEHCKHI) TaKCOLICH

Sorex caecutiens
0024+ e ~

0.016 |-

0.0081

/ 3ona mpancepeccuu
-0.008

-0.016

Cesepablit (KBITIBIMCKHIT) TaKCOLIEH
-0.024

CesepHblii Ypau
-0.032

1 1 1 1 1 1 1
-0.03 -0.02 -0.01 0 0.01 0.02 0.03 0.04 0.05
I'naBnas xommonenta 1 (PC1)

Puc. 12. Pacxoxaenne MopdhosOrnyeckux MOAINPOCTPAHCTB I03KHOTO (MJIBMEHCKOT0) U ce-
BEPHOTO (KBITJIBIMCKOTO) TAKCOIIEHOB 3€MJIEPOEK ¥ 30HA UX TPAHCIPpeccuu B 001eM Mopho-
ITPOCTPAHCTBE, XaPAKTEPU3YIOIIEM U3MEHUYNBOCTH (HDOPMbI HUKHEUETIOCTHBIX BETBEU Tpex
CUMITATPUYECKUX BUJIOB POfIa Sorex B IIIOCKOCTH TIEPBBIX BYX TTIABHBIX KOMITOHEHT.

TPeX TJABHBIX KOMIOHEHT. JTO COTJIACYETCS C Pe3yJbTaTaMU JIabHENINeTo uc-
KPUMUHAHTHOTO aHAJIN3a I0KHOTO ¥ CEBEPHOTO TaKCcOIleHOB. CpaBHEHME B IAHHOM
cJyyae TIPOBOIMIIN, 3apaHee CHsIB BUOBbIe TpaHuilbl (taxon-free) u o6beanHuB
BBIGOPKHU PA3HbIX BUJIOB B €/IMHBIE COBOKYITHOCTH JIJIS KasK/[OTO TAKCOICHA.

B pesysbrare AMCKPUMUHAHTHOTO aHA/IW3a WHAMBULYAJbHBIX 3HAYCHUN
[JIABHBIX KOMIIOHEHT MESK/Y I05KHBIM U CEBEPHBIM TaKCOI[CHAMM BbISIBJICHBI 3HA-
yuMble pasinuud 1Mo ¢hopme HuKHel destoctu. [IpuBenennsie Ha puc. 13 uso-
OpakeHUsT HIKHEYETIOCTHBIX BETBEH OTpaskaioT 060OIIEHHBIE [T BCEX TPEX
BUJIOB KOHCEHCYCHbBIE 00pa3bl — HeKre 0000TIEHHbIE CPEIHUE [ITTsT KOHKPETHOTO
TakcoleHa KOHGUTYPAIny HIKHEH YeT0CTH U HIKHETo 3yOHOTO psiza (ceBa
Pa3MeIeHo KOHCEHCYCHOE N300paskeH e ISt KBITIBIMCKOTO TAKCOTIEHA, a CTTPa-
Ba — JIJIST MJIBMEHCKOTO).

IIpn mamokeHWw ApyT Ha Apyra KOHTYPOB desocTell (B BepXHEW dacTu
PUCYHKa) BUJHO, 4YTO UX (opMa y I0KHOTO U CEBEPHOTO TAKCOIIEHOB 3aMETHO
pasmmaaetcst. Bee Buibl 3eMiiepoek I05KHOTO MJIBMEHCKOTO TaKcolleHa (OCBeT-
JIEHHBII KOHTYP) OTJHYAOTCst GoJiee TPAIMIbHBIMU MAHAMOYIAME CO CMEIEH-
HBIM KII€pPe/Ii BEHEYHBIM OTPOCTKOM.
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'-{aCTOTa BCTpe‘{aeMOCTPI KJ1acca, OK3. 1
27 y
2 | >
i
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| I
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Juckpumunantras yukuus 1 (DF1)

Puc. 13. PeaysbraTsl TUCKPUMIHAHTHOTO aHAIM3a 3HAYEHUI TJIABHBIX KOMIIOHEHT, Xapak-
TEPUBYIOUIUX U3MEHYUBOCTH (DOPMBI HUKHEN YeIIOCTH U HUKHETO 3yGHOTO psijla 3eMJIEPOeK
cesepHoro Korribivcekoro (1) u 1o:kHoro abMmeHcKoro (2) TakcoleHoB u uX 0600IeHHbIe
KOHCEHCYCHBIE PUCYHKM HUKHEUYEJIOCTHBIX BETBEH, MOJyYEHHbBIE 110 0ObENHEHHBIM BbIOOP-
KaM TpexX CHMIIATPIUYECKIX BUIOB pojia Sorex.

KoppekTHOCTh OTHEeCeHUsT Tpe/cTaBUTeNel JIE0OOTO BUAA K COOCTBEHHO-
MY TaKCOIIeHY — CeBEePHOMY MJIH I0)KHOMY — OY€Hb BbICOKA (COCTaBJISIET OKOJIO
95%), 4TO TO3BOJIIET HAMENKHO OIPENEUTh MPUHAJIEKHOCTh K CBOEMY TaK-
COIleHy oYt JiIoOoi ocobu, TprdeM JI0OOTO U3 TPeX BUAOB. VIHTEPECHO, YTO
TaKO! BBICOKMI yPOBEHb 6e30INO0YHOCTH JUCKPUMUHALIMK 0co0ell He Beeraa
BCTPEYAETCST JIAKeE TIPU CPABHEHWH TIPE/ICTaBUTE el OJIM3KUX BUJIOB, & B IAHHOM
cJiy4dae MbI IIbITaeMCS Pa3JIMYuTh 110 (hopMe HUKHEN Y4eIoCTH Tpe/icTaBuTeNei
I03KHOTO ¥ CEBEPHOTO TAKCOIIEHOB HE3aBUCHUMO OT WX BU/IOBOW NPUHAJJIEKHO-
ctu. Bee 210 ykaspiBaeT Ha BbICOKOE BHYTpeHHee MOP(MOIOruyeckoe eJMHCTBO
BU/IOB, BXO/ISIIIMX B COCTaB KOHKPETHOIO TaKCOIleHA 3eMJIePOeK, OTpaskas Ipo-
ABJICHME Y HUX KO9BOJIOIIMOHHBIX MOP(OreHeTHYeCKUX Peakinii.

JlonosTHUTEIBHO HAMIOMHIO, YTO TleHTpouaHble pasmepsl (CS) mpormopiiu-
OHaJIbHBI OOIUM pasMepaM 00bekTa. VIHTEPECHO, YTO HEHTPOUIHBIE Pa3Mephl
HUJKHEH Y4esTiocT, T.e. ee o0Iire pa3Mepbl, Y 3BEPbKOB CEBEPHBIX TOIYJISIIAI
BCEX TPeX BU/OB 3HAUNMO GOJIBbIIE, UeM Yy TIpeCTaBuTeiel 10KHbIX (puc. 14a).
Nx nucniepcns Takke BO BCeX CIyvasiX JOCTOBEPHO BBIIIE, 32 NCKIIOYEHIEM Ma-
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(a) Henrpounnsiit pasmep (CS)  Llentpouansiii pasmep (CS)  Llentpouausiii pasmep (CS)
840, 690 600
830 680
820 670 590
810 660
800 650 580
790 640
780 . - 630 T !
1 3 7 > 570 i ——
Sorex araneus Sorex caecutiens Sorex minutus
(6) Jucnepcus CS Jucnepcus CS Jucnepeus CS
300
120 30
200
80 20
100
40 10
0+ T — 0 ¢ r T ! T
i 2 I 2 07 2
Sorex araneus Sorex caecutiens Sorex minutus

Puc. 14. Cpasuenue pasmepa (a) HUJKHEN YeI0CTH 3eMIepoek 1 ee auctepcun (6) 1o Besu-
YMHE TEeHTPOUIAHBIX pasmMepoB CS (€ yUeToM CTaHZaPTHBIX OMIUOOK) MeKIY FKHBIMU (HJIb-
MEHCKVIMN ) ¥ CeBEPHBIMU (KBITJIBIMCKUMM ) MOIMYJIAINAMHI TPEX CUMIATPIUYECKUX BUIOB PO/ia
Sorex.

JIOH 6ypo3yOKu, Te POABUIIACH TOJIBKO Ta ke obmmas TeHaeHnus (puc.146). Y
6ypo3ybOoK U3 CeBEPOYPaNbCKOTO TAKCOIEHa, OOUTAIOIIErO B G0JIee CYPOBBIX ce-
BEPHBIX YCJIOBUSIX, Pa3MePbl HUKHEN YeJIOCTH U ee BHYTPUTPYIIIIOBAsT TAKCOTIe-
HOTUYECKAsT MIBMEHYMBOCTD OKA3JIUCh B I[EIOM BBIIIIE, YEM Y I0/KHO-YPATIbCKOTO.

Mo:KHO ToJIaraTh, 4TO CTPOEHNE HIYKHEN YETIOCTH Y BCEX TPEX BUIOB, (hop-
MUPYIONINX JOKAJIbHBINA TAaKCOIEH, OTPakaeT TPOhUIECKYIO CIEN(pUKY 3eM-
JIEPOEK, IPUCYIILYIO TOW MPUPOIHOIT 30HE, rie OHU obuTatT. Bostee MaccuBHbIE
YeJIIOCTU HA CEBEPe M TPAIUJIbHDIE HA I0T€ OTPAXKAIOT, CKOPEE BCETO, PA3MEPDI U
peruoHanbHbie 0COOEHHOCTH H0OBIBAEMbBIX 3eMJIEPOMKAMU TPYIIT HECIIO3BOHOY-
HbIX B KOHTpacTHbIX Janmmnadrax Oxuoro n Ceseproro Ypasna. Tot ¢akt, uyto
BCE BUJIbI KayKI0TO KOHKPETHOIO TaKCOIeHa MMEIOT 001e MopdoreHeTnyeckme
0c00EeHHOCTH, O3BOJISAIONINE TTI0YTH (6e30INO0YHO UX Pa3iesaTh 6e3 ydera Bu-
JIOBOH MPUHAJIEKHOCTH, TTOKAa3bIBAET, HACKOJBKO BEJUKA POJIH 1IeH03a B (HOp-
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MHUPOBaHUK KOIBOJIIOIHOHHBIX MOP(HOreHETHUECKUX U3MEHEHUH cO00IIEeCTB, a
TaK)Ke TPOSIBIEHUU reoTpadniecKoll U3MEHUYNBOCTU OT/IEIBHBIX CUMIATpUYe-
CKUX BUJIOB, (DOPMUPYIOIIHUX TAKCOIIEH.

PaccMoTpeHHBIN BBITIE aCTIEKT MOMYAAITNOHHO-TIEHOTUYECKOTO CPaBHEHUS
SABJISIETCS TPOOOPA30OM OPTraHM3aLMK U IIPOBeeHNs MOP(OTEHETHUECKOIO MOHMU -
TOPUHTA TAKCOIEHOB, a TAK)Ke TIOKA3bIBAET MIPEUMYIIECTBO PA3BUBAEMOTO HAMMU
CUHAIKOJIOTUYECKOTO MOP(OTIOTMUECKOT0 TT0/IX0/1a K U3YYEHUIO U3MEHYNBOCTHU U
PasHo06pasysl BUAOBBIX KOMIIOHEHTOB OMOTUYECKUX COOOILECTB, KOTOPbIi 00e-
CIIEYMBAET BO3MOYKHOCTD X 9BOJIIOIIMOHHO-9KOJIOTUIECKON UHTEPIPETAIIIH.

OmrcanHbie BbITIe HOBBIE MTO/IXO/IbI U PE3YJIBTAThl BUBAPHBIX, a TAKKE MTPU-
POJIHBIX HEKOHTPOJUPYEMBIX M YACTUYHO KOHTPOJUPYEMBIX IKCIEPUMEHTOB
MTO3BOJIIIOT 3aKJIIOYNTh, YTO IKCIEPUMEHTATbHASI IBOJIONHOHHASI JKOJOTHS
MOKeT OBITh TeM IIPUKJIAJAHBIM HAayYHbIM WHCTPYMEHTapUeM 9BOJIOIMOHHON
9KOJIOTUU ¥ (DUJIOIIEHOIeHETHKH, KOTOPbIil [MO3BOJINT B HaJbHElIeM IpubJim-
3UTHCS K TPOTHO3NPOBAHUIO U KOJTMYECTBEHHOMY MO/IEJTMPOBAHUIO 3BOJIIOIMOH-
HBIX [IpeoOpazoBaHnii GuoTHueckux coodiecTs. Kak yike yIOMUHAIOCH BBIIIE,
OT 3KCTIEPUMEHTATBHON 3BOJIIOINOHHON 3KOJOTUN CJIeyeT OKU/ATh BECOMOTO
BKJIaJIa B PEIICHIE PETHOHAIBHBIX U TJI0OATbHBIX CHHIKOJIOTHYECKIX MPOOIIEM,
CBSI3aHHBIX C BBISIBICHUEM [TPU3HAKOB OMOIEHOTUIECKUX KPUSHCHBIX SIBJICHUIA,
€ KOTOPBIMHE Y€JIOBEYECTBO MOUYTH HEM3OEKHO OY/ET BBIHY/KIEHO CTOJKHYTHCS
yiKe B 3TOM BeKe.
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Kparkuii ouepk npeacraBjieHuii 00 39KOJIOTHYECKOM
HUII e

[Tpesxkze yeM TepeiiTi K M3J0KEHUIO HANIMX TPEICTaBAeHI 0 MOphoHU-
1ie, He0OXO0IUMMO KPATKO PACCMOTPETD CO/IEPKaHIe U UCTOPUIO MHOTO3HAYHOTO
noHs st aKosorndeckast Huina (JH). OOBIYHO TOIATAIOT, YTO CETOHS 3TO YIKE
a30y4Hast KICTHUHA M BCEM XOPOIIIO U3BECTHA, IIOCKOJIBKY CaM TEPMHH CYIIECTBYET
Gosee Bexa. MHe, OHAKO, IIPEACTABJIAETCs, YTO IIPU 9TOM OKa3bIBAIOTCS IIPHH-
[UTUAIBHO BAYKHBIMU HIOAHCHI U JIETATU TIPEJICTABJIEHUI «OTIIOB—OCHOBATE-
Jieii» Teopun JH, KOTOpbIE TTO3BOJISIOT NIUPe HA Hee B3IJISIHYTh W IIPUMEHUTH
IS PasBUTHUSI HOBBIX KOHIIENTOB B JaHHOI obiactu. IToatomy 1mosBosio cebe
HAaYyaTh UMEHHO ¢ «a30yUHbIX HCTHH» U «JeTajleli», KOTOPbIE OTAe/IbHbIE aBTOPbI
OTHOCAT K «<HAUBHOMY» 9Tally pasBUTH peacTaBieHuii o6 IH.

Xoporro ussectHo, uro Jx. Tpunnenn (Grinnell, 1917a,b, 1928) erue B Ha-
yaje XX B. MPEIOKUI TOHSATHE sKoJTorndeckoit Humm (H) kak cermmdmano-
ro Mectooburanust, OH MOAYEPKHYJI, YUTO TEPMUH HUIIA BBEJI </ 0003HAUCHIISI
OCHOBHO €JIMHUIIBI PACTIPEIeJICHUS, B TIPe/iesiaX KOTOPO IaHHBIH BUT yIEePKU-
BAIOT €T0 CTPYKTYPHBIE U MHCTUHKTUBHbBIC OTPAHUYEHNUS ...; HA OTHOW W TOH ke
TEPPUTOPUU He MOKET OBITh IBYX BHUJIOB, KOTOPBIE JI0JITO 3aHUMAJ ObI COBEP-
MIEHHO WEHTUYHYIO sKoJorndeckyio Hutry» (Grinnell, 1917a; tut. mo Omym,
1986, c. 120). Caenyer corsacutbes ¢ HO. OnymMom B TOM, UTO TaKOe TIOHUMaHUE
TEPMUHA, CKOPee, COOTBETCTBYET OJTHOMY M3 aCIIEKTOB HUIIU — TPOCTPAHCTBEH-
HOU Huie Bujia. TpakroBka [puHHe 1A siBJIsIeTCsT 00PA3HOI, JIETKO TIOHUMAeMOI
U 3apoAusa OAHO U3 Hanboiee CTOMKUX IIPEeACTABIEHNAN O HE3aHATON U «CBO-
6onuoit nume» (Lawton, 1982; Xnebocomnos, 2002). IIpu 5TOM YacTo I10JIATAIoT,
4TO CBOOOIHYIO HUILY MOKET 3aHATh Apyroil Bug. O6cyxkaaercs Takixke BOIPOC
0 TOM, SIBJISIETCS JIM HUIIA CBOMCTBOM BUZA WK COOOIIECTBA, IIOCKOJIbKY BHE I10-
IyJISAIMK 1 COOOIECTBA HULIM, BEPOATHO, He akTyasibHbl (eM. Ixuiep, 1988).

Jlox. TpuHHe moKasasl, YTo BUIbI KEHTYPOBBIX MIPHITYHUUKOB, OOUTAOIINE
B OTHOCHUTEJILHO 0OoJjiee BJIAKHBIX YCIOBUAX OJIMKE K TOOEPEKbI0 OKeaHa, OT-
JimyaTest 6ojiee TEMHOM OKPACKON IIKYPKH, YeM Te, KOTOPbIE HACENISIOT HoJiee
sacynuiuBbie JaHamadTel Baasu ot Gepera. Tem He MeHee, Kak ormerua JI.H.
Kamkapos (1933), HOCKOJIBKY 9TH BUIBI — OOUTATENN OTKPHITBIX CTEMHBIX W
MTyCTBIHHBIX JIAHATA(DTOB — aKTUBHBI B HOTHOE BPEMs, CI0KHO TOBOPUTH O He-
TTOCPE/ICTBEHHON afIallTUBHOCTH 3TOTO cBOMCTBA. J[>k. [prHHE N He BBISABUI CBS-

65



A.l Bacunves KOHIEIII[UA MOPDOHUIIIN...

31 U3MEHYMBOCTH PasMEPOB BUJIOB C YCIOBUSIMU OOUTAHUS, HO YCTAHOBHII, UTO,
€cJIV JIBa WJIM TPU BHJIA BCTPEYAIOTCS HA OJIHOM TEPPUTOPUU, UX PAa3MEPHI OT-
JINYAIOTCS IPYT OT ApyTa. V3 3TOT0 OH KOCBEHHO 3aKJIIOUIII, YTO B MECTAX CHM-
MaTPUM BU/IBI He KOHKYPUPYIOT. OH yCTaHOBUJI TaKKe CBSI3b Pa3MEpPOB YITHOM
PAKOBUHBI C YCIOBUSIMU OOUTAHUST BUIOB: MaJible Pa3Mepbl yIIell XapaKTepHBI
it obuTaresieil OTKPBITBIX TEPPUTOPHIL, a HACEJSIOIINE KyCTAPHUKOBBIE 3a-
pocsiu (Yarmnapaib) BUIbI UMEIOT yBeJUYeHHble pa3Mepsl yxa. 3MeHunBoCTh
JUTAHBI 33THIX KOHEYHOCTEH Y BUIOB OKA3JIACh CBSI3aHA C OTKPBITBIMU TEPPUTO-
PUSAMU U PEIKON PaCTUTETHHOCTBIO: 6oJIee KOPOTKUE, HO KPYITHBIE PA3MEPhI HOT
uMesn oOuTaTes M KyCTapHUKOBBIX 3apociieil — varmapasst. 13 aTux npuMepos
scHo, uto JI>k. [punHenn paccmarpuBas Mopdosornyeckrie MpU3HAKU KaK He-
K1e QYHKIIMOHAIbHBIE MHINKATOPHI, TIO3BOJIIONINE XaPAKTEPU30BATh CXOJICTBO
9KOJIOTUYECKUX HUII CPABHUBAEMBIX BUIOB.

Hasnbeiinee passutre tepmud OH mosyunin 6imarogapst paboram 9. Iii-
TOHA, KOTOPBIN paccMaTpuBas Tpoudeckre U IHEPreTUIecKrue B3aMMOCBSI3N U
[IPUAJT eMy ellle ¥ CMbICT «(DYHKIIMOHAIBHOIO CTaTyca OpraHuaMa B coo0ie-
cre» (Elton, 1927; ut. o Omym, 1986, ¢. 120). TTo muenuto 0. Omxyma, ero
TPaKTOBKa GJIM3KA K MOHUMaHIO TPO(MUIECKON HIIIIH, TAaK KaK OH Y/IEJIHI MHOTO
BHUMaHUS dHEpreTdeckuM acrekraM. CeyeT 3aMeTUTb, 9TO (hyHKITNOHAIb-
Hast POJIb BUJIa B COOOIIECTBE YPE3BBIYANHO Ba)kKHA U BO MHOTOM, €CJIH HE BO BCEX
OTHOIIEHUSX, 3a/aeTcst U (POPMUPYETCsT COOOIIECTBOM KaK MCTOPUIECKU CJIO-
JKUBIIMMCS KOMILIEKCOM B3auMojieiictByonux BuoB (JKepuxu, 2003; Rosen-
zweig, 2003). B nocsieiHme TO/IbI 9TH ACTIEKTHI AKTUBHO OOCYKIAI0TCS B PAMKaX
teopun koHcrpyupoBarus Humn — TKH (Odling-Smee et al., 2003; 2013;
Laland et al., 2016).

[Mosauee k. Xarumncon (Hutchinson, 1957), kak XOpouio M3BECTHO,
chOpMYIUPOBAJ TIPEACTABIEHNE O MHOTOMEDPHON HUIIE BH/A, XapaKTePHU3YIO-
II€eil TIPeIesTbl €T0 TOJIEPAHTHOCTH K hakTopaM (PecypcaM U yCJIOBHIM) CPEJIbL.
C aTuX MO3UNNI KOMILIEKC TPpeOOBaHMIT BU/IA K aOUOTHYECKIM ¥ GHOTHIECKIM
YCIIOBUSIM CPEJIBI MIPECTABISET COO0H MHOTOMEPHOE COYETAHIE BCEX PECYPCOB,
KOTOpBIE HEOOXOMMBI JIJISI €r0 CYIIeCTBOBAHUS U BbIKMBaHusL. [To ero Mozel,
TUTIOTETUYECKU MOKHO TIPEICTABUTD PE3YJIBTAaThl MHOTOMEDPHO OPAMHAIINK CO-
CTOSTHUIT 0c0oOU Mt 0coOel BI/Ia B TPOCTPAHCTBE BCEX HEOOXOAUMBIX PECYPCOB,/
yCJIOBHUI Kak Habopa MepeMeHHBIX B (hopMe runepobbeMa, PasMEieHHOTO B TH-
MIEPIIPOCTPAHCTBE.

JlanHast MoziesTh XapaKTepHu30BaJa ctaTuaeckuii actiekT JH, mostomy mos-
Hee JIxx. Xatunrcon (Hutchinson, 1965b) passut ripezcrasiienus o pyHaMeH-
TanbHol u peanmnzosanuoil Humax. [lox dyumamenrtanvuoi numeii (OH) on
MOHMMAJI MAKCUMAJIbHO BO3SMOKHDIN THIIEPOOHEM, XapaKTePU3YIOTIIiT BECh KOM-
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MIJIEKC COCTOSTHUI (hakTOPOB (yCJIOBUIT/PECYPCOB), OTPAHUYUBAIONTII BbIKHUBA-
HUe 0cobell Bujia 1 OObeAMHSIONINI (DU3NYECKIe, XUMUYECKIE U OGUOTHYECKIE
cpenoBbie iepeMeHHbie. OH MOAYEPKUBAI, UTO 3TO HE KOHKPETHOE, a aDCTPaKT-
HOE pasMelieHre 0ObEKTOB, IPUYEM B TEOPETUUYECKON CUTYAIUH, KOT/a BUJl HE
HAXOJWUTCSI B YCJOBUSIX KOHKYPEHTHBIX OrpaHuueHuil. PeanmsoBannas Huiia
(PH) npezncrasisier co6oii HECKOIbKO MEHbIIMI (MM TEOPETHYECKH PAaBHBbII)
runiepobbeM B 1ipeesax MH, KOTOPbIif OCYIEeCTBIEH B KOHKPETHBIX YCIOBHSIX
GUOTHYECKOTO OKpYsKeHUst. VICX0/s M3 9TOr0 MaKCUMAJIbHO BO3MOKHYIO (DyH-
JNAMEHTAJIbHYIO HUIITY WHOT/IA €Ille ONPENESIOT KaK ROMmeHyuarvnas nuula (CM.
ITuanka, 1981). [I:x. Bangepmeep (Vandermeer, 1972) mpeasioKus JOIOJIHUT
npezictaBienust o PH u ydecTs BiausiHUE Yncia B3aUMOAENCTBYIONINX BUIIOB B
MaHHOM MecToOOUTaHNK (OT TIOJTHOTO UX OTCYTCTBUSI /10 7-BUIOB) Ha PA3MEpPhI
u KoHurypaimio runepobbema PH, onpesiesins, 4To oHU GYAYT Pas3indHbIMU
npy pasHOM yucse BUA0B. OH TPeNIoKII TakKe TPU OTCYTCTBUM KaKUX-JIH-
60 BUIOB-KOHKYPeHTOB HazbiBaTh MH onTrMaibHON HulIEl, a pean30BaHHbIE
IIPY Pa3HOM BU/IOBOM COCTaBe HUIINN — YACTHBIMU HUIIAMU. TeMm He MeHee Tpu
paccmoTtpenun moaenn DH, mpeanoxennoit /[;x. XaTamHCOHOM, pedb UAET, CKO-
pee, 0 MHOTOMEPHOM PECYPCHOM MPOCTPAHCTBE abCTPAKTHON TOIYJISIIIAN BUJIA.
OueBuHO, UTO TIPU U3YUEHIH cO00IIIeCTBa HeoOX0anMO paccmoTperne DH Beex
BUJIOBBIX KOMIIOHEHTOB B 00111eM «HUIIIEBOM TipocTpancTe» (Vandermeer, 1972;
[Muanka, 1981).

HeobxoauMo 1mopuepkHyTh, uto Tpamunuonno DH orpaskaer cBoiicTsa,
BO3MOJKHOCTH ¥ PEaKIMU BU/IA, SABJSASICH KaTeropuei, oOyCIOBAEHHON caMuM
BUZIOM, a He XapaKTepUCTHKON cpenbl ero oburanusa (Jlepuenko, 1993, 2004;
Osepckuii, 2006, 2014). CBOOGOAHBIX HUII HE CYIIECTBYET, UMEIOTCS JIUIIb yC-
JIOBUSL ¥ CBOGOJIHBIE PECYPCHI, KOTOPBIE MOTYT OCBOUTH BULI IIPU (HOPMHPO-
BaHUM Y HUX COOTBETCTBYIOININX AAINTAIMii, T.e. HOBbIX PEAJU30BAHHBIX HUIIL
VcyesnoBenue (BbIMUpPaHUE) B/ HEU30EKHO MPUBEAET W K MCUE3HOBEHUIO B
coobirecTBe ero atpubyta — HUNTH. [P 5TOM OGHOTIEHO3 «TIPETOCTABISETS TIe-
HOTIOYJISIIIMAM CUHTOIHBIX BUIOB aKoJorndyeckue juiieHsun (DJI) — moren-
[UAJIBHO JOCTYITHBIE MECTOOOUTAHUS, BKJIIOUAIOIIIEe HEOOXOAUMbIE YCIOBUS U
PECYPCHI, KOTOPbIE MOTYT OBITH CBOOOIHBIMU HJIH YACTUYHO UCITOJIb30BAHBI JIPY-
TUMU BUIAMU, CIIOCOOHBIME UX OCBOUT.

Ncexopno tepmun IJI 6611 upepnoxen K. TNorrepom (Giinther, 1949), Ho
ero 6oJiee cojiepskarTesbHas TpakToBKa HesaprcuMo gana B.MD. Jlesuenko u .M.
Crapo6orarosbim (JIesuenko, 1993; Crapoborartos, Jlesuerko, 1993). o pe-
[IAET KOJUIU3UIO MOTEHIIUAIBHO «CBOOOIHON HUIIN», 3aMEHUB €€ «CBOOOIHON
sunensueit». B.@D. Jlesuenko (1993) ykazam, uro IJI — BakaHTHAS <«IOJIK-
HOCTb» BH/A, Torna Kak mo 0. Oxymy (1986) 9H — <«mpodeccusas suma. IJ1
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CITYKUT TOH MOTEHIIMATIBHO IOCTYITHON, «CBOOOHO» YacThIO CPE/Ibl OOMTAHMS,
KOTOPYIO MOKET OCBOWTH M 3aHATHh CyIIecTBYIoas u gopmupyiomascs OH
Buzia. Konnenius IJ1 npunnumnuaibHo BaskHa i teopunt DH, HO, K coxaie-
HUIO, IOYTH HE PACCMATPUBAETCS 3aPyOEKHBIMU SKOJIOTaMI U SBOJIOIHOHKICTA-
mu (Peterson et al., 2011; Violle et al., 2012). B 5B0JIIO1IMOHHO-9KOJIOTHYECKOM
CMBICJIE BUZI0OOPa30BAHUE KAK HJIEMEHTAPHDIN aKT MaKPOIBOJIIOIUHU CBSI3aHO C
peobpa3oBaHueM BCEH HKOCUCTEMBI: HOBBIN BUJL JINOO JIOJKEH BBITECHUTDH KOH-
KypeHTHbII B, 1100 copmuposath cebe nopyio numry (CrapoboraTos, Jles-
yenko, 1993). Iloatomy posib coobuiecTBa B BUA00OPA30BaHUM YPE3BbIYANHO
BeJINKA, ecyiv He siBJsieTcst onpesessionieit (Kepuxun, 2003).

[O. Onym (1986), B 11es1om nipuanMast nipe/ictasiaenus /[xx. XaTunacoHa o
DH u PH, ckJonsiyicst K B3TJIsi/IaM, BbICKAa3aHHbBIM panee Y. IJITOHOM, U To4ep-
KHMBAJI, KaK y’Ke TOBOPUJIOCH, BO3MOKHOCTD paccMoTperns JH kak akomornye-
CKOI1 «1Ipodeccuuy BUIA. ITO, OJHAKO, HE TPOTHBOPEYUT MHOTOMEPHOI MOZIEIH
XartumHcona, kotopyio [1.B. Ozepckuit (2006, 2014) cpaBefsinBo onpeesut
KaK TOJIEPAHTHOCTHYIO MHOTOMEPHYIO MOJIEJTh HUTIIH.

XopoIo W3BEeCTeH TPUHIUIT KOHKYPEHTHOTO WCKITIOYCHWS, CBS3aHHBIN
[JIABHBIM 00Pa3soOM ¢ MMEHEM BBIIAMOIIETOCS POCCUUCKOTO 9KOJIOTa U 3BOJIKO-
nuonucta Teoprius Mpaniesnua Tayse (Gause et al., 1934a; Tayse, 1934, 2002;
Park, 1954; Hutchinson, 1975). CorsiacHo anHOMY NPUHIIMILY, B 9KOJIOrHYe-
CKHU OJIN3KUX BUJIa-KOHKYPEHTA HE MOTYT COCYIECTBOBATh B OJIHOM U TOM K€
Mmecrte (6uorore, Jjokanutere). B cepun 1abopaTOPHBIX KCIIEPUMEHTOB Ha JIBYX
Buziax undysopuit — Paramecium aurelia u P. caudatum — T.D. Tayse (Tayse,
1934, 1984; Gause, 1934b, 1935) mokasaJ, 4To IpU U30JMPOBAHHOM UX PasBe-
JIEHUN YUCJIEHHOCTD MOMYJIAIUI KaK/0TO BUa OBICTPO JOCTUTAET MAKCUMYMa
U TOJePKIBAETCS HA 9TOM YPOBHE B upejie ToKoseHuil. OqHaKo mpu 1mome-
IEHUY IBYX OJU3KUX BUIOB CO CXOAHBIMU HKOJOTHICCKUME TPeGOBAHUSIMHU B
WJICHTUYHBIE YCIOBUS ¢ M3OBITKOM KOpMa OfIMH U3 Hux — P. aurelia B upeje mo-
KOJICHU#T TOJTHOCTBIO BBITECHSLI IPYTOiL. YIaleHue U3 Cpeibl MPOYKTOB MeTabo-
JIM3Ma KOHKPETHOW GaKkTeprabHOM JuHIM, 6oIee TOKCHIHBIX s P. caudatum,
T.e. YacTOe MPOMbIBAHUE CPE/IbI WJIM MCIIOJb30BAHNE B BUJIE KOPMa JPOKIKEN,
NPUBOAWIN K BbITecHeHUIO P. aurelia. B wrore sKcrnepuMEHTOB ¥ ONMUPAsiCh
Ha nipecraiernst Y. Diatona 06 skomorndeckoil Hute, [.MD. Tayse mpuimesn K
hopMyIpoBKe 0cOOOT0 MPaBUJIa, COTJIACHO KOTOPOMY /IBa BU/IA, 3aHIUMAFOIIINE
OJIHY U TY JK€ 9KOJIOTHYECKYIO HUIITY, HE CIIOCOOHBI COCYIIECTBOBATD, TIOCKOIBKY
B pe3yJIbTare KOHKYPEHIIUU OJIMH BUJI BBITECHUT APYTOW. B aHATOTUYHBIX OIIbI-
tax T. ITapka (Park, 1954) na myunbix xpymiax ( Tribolium) nipu coBMecTHOM CO-
nepskanuu aByX Bujnos 1. confusum u T. castaneum Mexy HUME YCHJINBAIACH
KOCBeHHAsT KOHKYPEHI[Us, a IPU CMeHe YCJIOBHIT U3MEHSIACh 1 UX KOHKYPEHTO-
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CIIOCOOHOCTB: TIPU CHUKEHUU TEMITEPATYPhI ¥ MOBBIIIEHUN BJIAKHOCTUA BBIKU-
BaJI TIEPBBIH BUL, & TIPU TPOTUBOIIOIOKHON CUTYAIlMW — BTOPOM.

[TpumeuaTesibHO, YTO B MPUBEAECHHON BbIiie 1uTate u3 pabotsl k. TpuH-
nesa (Grinnell, 1917a), kak oTMedan MHOIKE UCCAENOBATENN, IPUHIIUI KOH-
KYPEHTHOTO MCKJIOYEHUST OTYACTU ObLT MPEABOCXUIIEH. B akTyaabHON Bepcuu
MPUHIIATT KOHKYPEHTHOTO UCKJIIOYEH ST (DOPMYIUPYIOT HECKOJIBKO HHAYE: YHCIIO
BUJIOB, HEOTPAHUUYEHHO J[OJITO COCYIIECTBYIOIINX B MOCTOSIHHBIX YCJIOBUSIX TO-
MOTEHHOTO MeCTOOOUTAHUS, HE JIOJIKHO MPEBBICUTD YHCJIO TIIIOTHOCTHO-3aBUCHU-
MbIX (haKTOPOB, TUMUTHUPYIOMINX padBuTre ux noryJsiuil (cMm. [ursapos, 1990).

JIaHHBIH TPUHITATT TTO-TIPEKHEMY aKTUBHO OOCYIKAAETCs, SIBJSETCS OHOM
U3 BOKHEHIIHMX JIOTM 9KOJIOTHH COODIIECTB U OMPEIETSIET OCHOBHOM MEXaHU3M
middepenimanny Hull, CHUXKAIONUI BHYTPU- U MEKBHUIOBYIO KOHKYDEHITHIO
(Brown, 1971; Bolnick, 2001). IIpu usyueHnn oCTPOBHBIX COOOIIECTB, B CIyYae
obeiHeHMst UX cocTaBa (B TOM YHCJIe W TIPH WX KOHKYPEHTHOM WCKIIOYEHUN ),
ObLIH c(hOPMYIUPOBAHBI TPUHITUITEI KOHKYPEHTHOTO BHICBOOOXKIeHUs (compet-
itive release) Hu (paciiupeHis HUII IPU HCYe3HOBEHHN KOHKypeHToB) (Van
Valen, 1965; Bolnick et al., 2007, 2010), mumurupytoriero cxoacrsa (limiting
similarity), coprupoBku (species sorting) u ymakoBku BumoB (species packing)
(MacArthur, Levins, 1967, MacArthur, 1969; Tonosarun, 1992; Xine6oconos,
2002; Mouillot et al., 2007), koTopble IUPOKO OOCYKAAIOTCS B OCIIEHIE FOADL.

ITouartue DH gaBisgeTcsa KIOYEBBIM B 9KOJOIMU COOOIIECTB, TECHO CBA3a-
HO ¢ TIPOGJIEMON KOHKYPEHIUY U €€ POJIbIO B OPTaHU3AIMK COOOIIECTB, a TAKKE
MexaHu3MOoB (1paBui) ux cbopku (=accemOnupoBanus — assemblage), Bkio-
yas BausgHue dKojaorndeckux ¢puiabrpos (ecological filtering) (Cornwell et al.,
2006; Mouillot et al., 2007; Kluge, Kessler, 2011; Violle et al., 2012). 3a Bekosoii
Hepro/ UCToJb30Banust nousTie DH mpoossKaeT ObITh IPEIMETOM HAIPSKEH-
HBIX JUCKYCCHIL. XOPOIIO M3BECTHO MHOTOJIETHEE MPOTHBOCTOSIHME JIBYX Ha-
YUHBIX ITKOJI 9KOJIOTUHU COOOIIECTB: IETEPMUHUCTOB 1 CTOXACTUKOB, JUIEPAMI
KOTOPBIX OBIIIM COOTBETCTBEHHO yueHWK J[5k. XaTunHCOHA 1 €ro MOCIeI0BATEb
k.M. JTaiimonn (Diamond, 1975; Diamond, May, 1981; Roughgarden, Dia-
mond, 1986) u ero Hayunsiii nporusHuk J[.C. Cumbepiodd (Simberloff, 1978;
Connor, Simberloff, 1979; Simberloff, Boecklen, 1981). MHoraa atu auckyccuu
MPUHUMAJIN TAKYI0 OCTPOTY U PE3KOCTh B (POPMYIMPOBKAX, KOTOPBIE 110 STHYE-
CKUM HOPMAaM TIPOCTO HEIIPUEMJIEMBI.

HamowMmiio B 9TO# ¢BSA31, 4TO B Ha3BaHUU KJIACCUYECKOUN CTATbU XaTUMH-
cona (Hutchinson, 1959), durypuposana Csarag Posaius, MOIU KOTOPOIi 110
MpelaHio XPAHUWIKNCH B yacoBHe BO/usu [Tasepmo Ha Curinimu. BykBasibHOe
HazBaHue craTbu ObL10 TakuM: « Homage to Santa Rosalia or Why there so many
kinds of animals?» nau B MoeM o4eHb BoJIbHOM 1epeBojie — «Ilourenne k Casi-
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Toil Posasimu miam movyeMy 37ieCh TaK MHOTO Pa3HOBWIHOCTEHN KMBOTHBIX?». B
POMaHTHYECKOH (hopMe OH TIPEACTaBIII B Hell cBoe myTeliecTBre B Mtamio Ha
o. Cunuymust, tie BOsmsu Ilasepmo B HeOGOIBIIOM BojioeMe Boziie yacoBHU CBsi-
Toil Posanu o6HapysKuji HEOObIYHO BLICOKOE BHYTPUBHIOBOE pazHooOpasue
pasMepoB OJIM3KKUX BUJIOB BOJIHBIX OECIIO3BOHOYHBIX. B 3T0il ke pabore GbLIO
chOpMyTUPOBAHO 3HAMEHUTOE MPABUJIO (PUKCUPOBAHHBIX PA3MEPHBIX OTHOIIIE-
HUI MeXK Iy OMU3KMMU BUAAME COOOIIECTBA, HA3BAHHOE [IO3Hee IPABUIOM I
oTHOTIeHneM XaTYMHCOHA.

JIx. Xarunncon (Hutchinson, 1959) auist rusib/amii TakcCOHOMUYECKH OJIM3KIX
BU/I0B (TI0 MPUHSATON HAMU TEPMUHOJIOTUNA — TAKCOIEHOB) YCTAHOBUJI MITHPH-
YeCKYI0 3aKOHOMEPHOCTD: COOTHOINEHHE CPEIHUX PAa3MEPOB TeJia UM Pa3MEPOB
KOPMOZIOOBIBAIONIMX OPraHoB (HAlPUMeED, KJIIOBOB IITHIL) MeXKAy OJvKaiimiMu
[0 pasMepaM CUMIIATPHYECKUMU BUAAMU OJHOIO PO COCTABJSAET MPUOJIM3H-
tesbHo 1.28-1.30, a cootHomIeHne ux mMaccbl 6Jn3ko K 2.0. AHAJIOTMYHOE COOT-
HOIlleHHE OBLJIO BBISIBJICHO MEXKIY PasMepaMu M MacCOH JIMUMHOK Ha PasHBIX
JTalax NX OHTOTeHe3a W Ha3BaHO, KaK M3BeCTHO, 3akoHOM /latiapa (cm. J:xummep,
1988). TIpeamosaranoch, uto Takoi casur pasmepos (character displacement) y
CHMITATPHUYECKUX BUJIOB JOJUKEH CIIOCOOCTBOBATH CHUKEHHIO MEKBUIOBON KOH-
kypernmn. B XXI B. 3T actiexTsl, B yactHocTH, ucesenosasnu I1. I'pant u B. Tpant
(Grant, Grant, 2006) TpaJUIIMOHHBIMI MHOTOMEPHBIMU METOIAMT MOP(oMeTprm
Ha rajamarocckux /lapBmHOBBIX BhIopKax, a Takke /[. Amamc u @.J[x. Porpd ¢
MOMOIIIBIO METOJIOB reoMeTprueckoil Mopdomerpun (cMm. Adams, Rohlf, 2000; Ad-
ams, 2004, 2010) na npexacraBuTessax caramanap poaa Plethodon.

Honrue roget ctatba k. XaTunmHCcOHA MPU3HABAJIACH KIACCUYECKOH, Jie-
JKalleil B OCHOBE Beepa HOBBIX W/IeH, B TOM YHCJe TEOPUW KOHKYPEHIUU B
sKkosoruu cooburects. Cunraercs oHa Kiaccudeckoi u B Hamu auu (cM. Naselli-
Flores, Rossetti, 2010). [lanHble pasMepHbIe COOTHOLIEHNS MHOTOKPATHO Kak
MOJITBEPIKIAINCH, TAK U ONPOBEPraiCh, U UX M3yUeHUE TMO-TPEKHEMY TPEJ-
CTaBJIsIeT MHTEpec. B KayecTBe BEPOSITHBIX MEXaHU3MOB, IIPUBOJISIINX K 9TOMY
(heHOMEHY, MPeAIoJIaraiich Kak olpee/ieHHast COPTUPOBKa U 0TOOP BUAOB U3
WX PETUOHAIBHOTO ITyJIa, TaK W TO, YTO TAKOW CABUT Pa3MEPOB TeJia U KOPMOJIO-
ObIBatOIUX MOP(MOCTPYKTYP CUMIATPUUYECKUX BHUIOB JOJIKEH CIIOCOOCTBOBATH
CHIZKEHUIO MEKBHUIOBON KOHKypeHmu. Opnako B pabore [[. Cumbeprodda
u Y. Boxiena (Simberloff, Boecklen, 1981), mpuMeHUBIINX CTATHCTHYECKYIO
<HYJIEBYIO MOJIENTb>, OBLIIO IOKA3aHO, UTO PETYJSIPHOCTH coOTHOIIeHust 1.3 pu
MTOBTOPHOM TIepecueTe MaTepruasoB XaTuNHCOHA CTATUCTUYECKH He TTIOATBEP/N-
sack. Kputudeckast cTaThst Ha3blBaiach ¢ HEKOTOPHIM BbI30BOM «Santa Rosalia
reconsidered: size ratios and competitions — «Canrta Posasius niepecMoTpeHa:
pasMepHbIe OTHOIIEHNS U KOHKYPEHIINs>, PUYEM TEKCT TpeaBapsi anurpad,
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coJlepsKalliii CBeJIeHsT O TOM, 4TO TIpoBepka moiieit Csaroit Pozannu nssect-
HBIM apPXE0300JI0TOM TI0Ka3aJ1a, YTO B PaKe 3aXOPOHEHBI OCTAHKH HE YeIOBEKa, a
K03J1a. Takoil CTUJIb CTATHU SIBHO BBIXO/IVI 32 TIPEIETIbI HAyUHOI 1 001IIeueoBe-
YEeCKOI ATUKH, COAEPIKAI CKAHIAIbHDIN BBI30B 110 OTHONIEHUIO K BBIAIOTIEMYCS
U yIIe/IeMy U3 KU3HI YIEHOMY, HO ¢ (DOPMAJIBHOI CTOPOHBI OBLIT KOPPEKTHBIM
u crarpio onybsmkoBasu. J[. Cumbepaodd u Y. Boxien (Simberloff, Boecklen,
1981) B peskoit hopme 3asIBJISAN, UTO «/IAHHBIE O JIETEPMUHUPOBAHHOCTU Pa3-
MEpOB KOHKYPEHIUeH c1abbl U, B 4acTHOCTH, «1.3 MpaBuio», BEPOATHO, OBLIO
BCeT/Ia KPACHOU CeJIe[IKOIl U TIEPEKUIIO CBOIO TIPUTOHOCTD JIJIsT IBOJIIOIIMOHHBIX
9KO0JIOTOB». TeM He MeHee, HECMOTPsI HA YCTAHOBJIEHHOE THMU aBTOPAMU OT-
CYTCTBUE PETYJIIPHOCTH OTHOIIEHUS 1.3, 0UEeBUIHO, YTO PEATBHOCTD CMEIIeHUT
Pa3MepHBIX XapaKTePUCTUK BUIOB B COOOIIECTBAX TAKCOHOMUYECKU OGIIM3KIX
MPE/ICTaBUTENEH THITHIMH NMEeT MECTO 1 Mo3/IHee OblTa MPOJAEMOHCTPUPOBAHA B
GOJIBILIOM YHCJIe MccaeoBanmii (xors cooTHomenne 1.28—1.3 panexo He Beerza
COOII01ATI0Ch).

B npocreiimeit mogemn (MacArthur, Levins, 1967) crenenb paspesieHist
HUTII IBYX BUZOB (p) TIO BeJIMYWHE OTHOTICHWS PAa3HOCTH CPETHWX 3HAYECHUN
(d) obrero pecypca Kk 0600IIEHHON BeJUUNHE CPEIHEKBAJPATHIECKOTO OTKJIO-
HeHust (w) MoJKHA ObITh d/w > 1 11t BOBMOKHOCTH UX cocylecTBoBaHust. [1o
pacueram Makaprypa u Jlesutca (MacArthur, Levins, 1967) MmuruManbHo 10-
MYCTUMOE OTHOIIIEHUE d/w0 MEKTY BUIAMU COOTBETCTBYET BEJIMUMHE OTHOIIEHIST
JIMMUTHPYIOIIETO cxojicTBa 1.56, ipu KOTOPOI BUJIbI e1ile CIOCOGHBI HOPMAJTIBHO
cocytecTBoBarh. B ciyuae, korna d/w < 1, mpeanoaraetcs KOHKYPEHITUS, a
1pu d/w > 3 HUIIK 110 JAHHOMY PECYPCY He TIEPEKPBIBAIOTCS, T.€. KOHKYPEHIIUS,
UCXOJIsT U3 «IIPaBUJIa XaTYMHCOHA», B TAKOW CUTYaI[K Oy/IeT MeXK/y HUMU Ma-
snoBeposaTHa (cm. [xxumnnep, 1988).

Panee [Ix. Jaiimonn omy6aukosai cratbio (Diamond, 1975) mo octpos-
HBIM (payHaM IITHL, B KOTOPOil N3/10K11 7 npaBuj c6opku (acceMOIMPOBaHMs)
COOBIIECTB M3 PETHOHATILHOTO MyJ1a BUAOB. OHAKO B KPUTUYECKOM MOBTOPHOM
uccaenosanuu E. Konnop u 1. Cumbepiodd (Connor, Simberloff, 1979) npuiu-
JIM K BBIBOJLY, YTO TPH TpaBuia cOOpKU (acceMONUPOBAHUS) COOOIIECTB SIBJIsI-
I0TCSI TABTOJIOTHEN, @ OJTHO TIPABUJIO CTATUCTUIECKH HEIOKazyeMo (He TPUTOTHO
1ist rectupoBanust ). JI. Cumbepobd 1 ero cTopoHHUKH OBLIN YBJICYECHBI H/IE-
avu Kapaa ITonmepa (Popper, 1972; uur. no Iounep, 2009) o HeobxoauMocTu
MMOCTPOEHUS W TIPOBEPKH aTBTEPHATUBHBIX TUTIOTE3 (MeTO «(ambcudukanmums
rutiote3). [log comHenme axke CTaBUIACH caMa POJIb KOHKYPEHITH B (hOPMUPO-
BaHWU CTPYKTYPbI coobtecTs (Simberloff, 1982, 1984).

B orser [Ix. Jaiimong 1 M. /Iskunun (Gilpin, Diamond, 1982) nokasainu,
YTO eI OUOJIOTHYECKU KOPPEKTHO C(HOPMYIMPOBATH TUIOTESBI M TPOBEPSITH UX
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CTPOTO JIJIST THJIBIAI TAKCOHOMUYIECKH OJTM3KUX BUJIOB, & He JIIOOBIX IPYIIIL, TO pe-
3yJIBTAThl OKAa3aJKCh OBl BEPHBIMHU, TOT/IA Kak BbrurciaeHust Konropa u Cumbep-
sgodda ObLIM HEKOPPEKTHBIMU. B nomjepsxky nosunuu JaiiMonaa o Bepyiiei
POJIM KOHKYPEHIUH BBICTYITHJIN MHOTHE aBTOPBI, B TOM unciie u JIx. Poyrapiexn
(Roughgarden, 1983). TTo ciioBam P. JIeBuHa, B OTHOIIEHUH Psijfia KPUTHUECKUX
pabot mkosibt JI.C. Cumbepiodda ymectanr cioBa Throku: «JIyuiie mpubimsu-
TeJIbHBIN OTBET Ha TOUHBIN BOIIPOC, KOTOPBIM 4acTO HEsICeH, YeM TOYHBIN OTBET
Ha OIMOOYHBINA BOIPOC, KOTOPBIA BCETA MOXKET BBIMJISIAETh TOUHbIM» (Lewin,
1983, c. 639).

AKTUBHAST TUCKYCCHST B KOHEYHOM CUeTe TIPUBETIA K TEPECMOTPY Psi/ia METO-
JOJIOTUYECKUX TTO/IXO/I0B, BHEJPEHHIO U MIMPOKOMY KCIIOJIBb30BAHUIO B OKOJIOTUN
HyJsebix Mogesiei (Connor, Simberloff 1979; Simberloff, Boecklen, 1981; Gotelli,
Graves 1996; Gotelli, McCabe, 2002), koppekiuu 1paBua cOOpKH COOOIIECTB
(Simberloff, Boecklen, 1981; Schoener, 1983, 1984) 1 npuMeHeHUO METOLOB MHO-
romepHoii craructukn (Ricklefs, Travis, 1980; Ricklefs, 2012; Peterson et al., 2011)
[PU TECTHPOBAHUK 9KOJIOTHIECKIX TUIIOTES O TIPOIIECCAX acCeMOIMPOBaHIS CO00-
mects (Stroud et al., 2015), orienkn KoHKypeHTHBIX oTHOIeHuit (Weiher, Keddy,
1995), nepexpsoiBanus u auddeperimposku Hutt (Swanson et al., 2015).

K coxasnenuio, s He MM BO3MOKHOCTU JIETAIBHO M3JI0KUTH 3/1ECh UCTO-
pUIO 3TUX IpaMaTUYECKUX JUCKYCCHUIA, O KOTOPHIX B KOHIe XX B. MHOTO HaIlW-
cano B Osectsimux 0630pax P. Jlesuna (Lewin, 1983), T.1. len6Gpota (1986) u
K.A. Porosuna (1986), xapakrepusyoIiux CyIHOCTh 1 MHOTOOOpa3ue pasJind-
HBIX TpescTaBaeduii 06 IH 1 poiu KOHKYPEHIIMU B OPraHU3aIluU U CTPYKTY-
pHUpOBaHUU COOOIIECTB, & TAKKE BO3MOKHOCTHU ITPUMEHEHUSI MOP(OJTOTHIECKUX
MeTo0B st Xapakrepuctuku OH. O630p ucropun teopun OH k navamy XXI
B. 6b11 fad E.M. XoeGosuuem (2002).

B XXI B. npeacrasienus o6 OH 10M0IHUINCH eMHON HeHTpaJIbHON Teo-
pueii 6uopasuoobpasust u Guoreorpadun (Hubbell, 2001, 2005; Chave, 2004),
KOTOpasi, MCIOJIb3Ysl THIOTE3bl O 3aBEIOMO OIHOPOIHBIX MOJENSIX paciipee-
JICHVSI BUJIOB, TIO3BOJISIET OTIEHUBATD, CTPYKTYPUPOBAHO JIM COOOIIECTBO B TOM
WJIM WHOM OTHOIIEHWH WJIM ero cOOpKa HOCUT CJAYYallHBIi U HeylmopsijIoueH-
HBII xapakrep. /laHHbIe METObI, B TOM YKCJI€ UCIIOJb30BaHUE HYJIEBBIX MOJIe-
seit (Weiher, Keddy, 1995; Gotelli, Graves, 1996; Gotelli, 2000, 2001), mmpoko
MIPUMEHSTIOTCST K Pa3HBIM aCIIeKTaM U3YUEHUsST CTPYKTYPHI U OPTraHU3aIiK cO00-
IIECTB, KOHKYPEHTHBIX OTHOIIEHHIT, SKOJOTMIECKOTO (DUIBTPOBAHMSI, TPOBEPKU
runore3 (QyHKIMOHATBHON SKBUBAJIEHTHOCTH, BHICBOOOKIeHUS 1 ¢iBuroB DH
(Hubbell, 2005; Hirzel, Le Lay, 2008; Chase et al., 2011; Gotelli, Ulrich, 2012).

ITpu ananuse npoiecca cbopku (acceMbampoBanus) coodiecTs u (hopMu-
posaruu DH BUI0B 00BIYHO IPUHSTO YIUTHIBATH COOTHOIIEHUE JIBYX OPraHU3Y-
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10MUX (HaKkTOPOB: KOHKYPEHIINN (9KCILIyaTAIlMOHHON U WHTep(EepEeHITMOHHOI )
U 9KOJIOTUYECKOTOo 1iiu Guoronuueckoro ¢uisrpoBanust (ecological or habitat
filtering) Bugos (Cornwell et al., 2006; Mayfield et al., 2009; Duarte, 2011; Mi-
chalko, Pekar, 2015). MHrepecHbie pe3ysibraTbl B 9TOM OTHOIIEHUU MOJIYYEHBI
I0.Kmtore u M. Keccaepom (Kluge, Kessler, 2011), kotopbie mpoBesu cotpsi-
SKEHHBII aHaIu3 CTPYKTYPbI accaMbJieil alopoOTHIUKOB ¢ y4eTOM (DUIOreHeTH-
YeCKHX CBg3el 1 MOP(MOJIOTHYECKUX MPU3HAKOB BOJIb BBICOTHOTO I'paJUeHTa B
YCJIOBHSIX TPOIIMKOB. BOIIpeKy TeopeTnyecknM OKUAAHUSM ¥ IIPEANON0KEHN -
SIM aBTOPOB, (hrtoreHeTHYecKre 1 MOpMOJIOTHYECKUE XapaKTePUCTHKN U3MEHSI-
JIICh HE3aBUCUMO, TpryeM (pUIOreHETUYECKOe PasHooOpasye He ObLI0 CBI3aHO ¢
IPalMCHTOM BBICOT, 2 MOP(MOIOTHYECKOE TPOSIBUJIO CYIIECTBEHHYIO M 3HAYNMYIO
CBSI3b. B CTPecCcOBBIX 9KOJOTMYECKUX YCJIOBUSIX MTPoU3pacTanus (Harmpumep, B
3aCYILIMBBIX GHOTOIAX) TMATIOPOTHUKHU OBLIM KJIACTUPOBAHBI 10 CXOAHBIM MOP-
(hostornIecKUM IPU3HAKAM, T.€. OBLIM HOABEPKEHBI 9KOJIOTHUECKOMY (DUIBTPO-
Banmto (ecological filtering) mo cxomubiM cBoiicTBaM. HanpoTus, B yMepeHHbBIX
(He 9KCTPEMAJIBHBIX ) YCJIOBUSX MTPOSIBUIACH BBICOKasT U 3HAUMMast MOP(hOJIOTH-
veckas auddepeHimanust BUA0B (HecayJyailHoe cBepxpaccenBanue — overdis-
persion), mpuueM Mekay (BUIOTeHETHYECKH OJM3KUMU BUAAMK HaOJIO[aI0Ch
cMentenne npustakos (character displacement), uTo, 110 MHEHIIO aBTOPOB, YKa-
3bIBAET HA BIIUSTHUE MEKBUIOBOU KOHKYPEHIHH.

IMockosbKy mpobieMaM BHYTPU- 1 MEKBUIOBON KOHKYPEHIIUU U UX POJIU
B acceMbnpoBaHun coodiects U popmupoBarn IH 1moCBIEHO MHOKECTBO
pabor (manpumep, cMm. [en6por, 1986; Porosun, 1986; Gotelli, Ellison, 2002;
Levine, Rees, 2002; Moreno et al., 2006; Bolnick et al., 2010; Farré et al., 2013;
Parent et al., 2014), ux getanbHoe 0O6Cy K AeHNe He BXOAUT B Halry 3agady. Haiitu
[OJIHOCTHIO MAECHTUYHbBIE B 9KOJOIMYECKOM OTHOIIEHUU BH/BI €llle HUKOMY He
yIaBAJIOCh ¥ BPSI/ JIM YIACTCS, TOATOMY TIPUHITAIT KOHKYPEHTHOTO NCKJIIOUEHIST
OIMPAETCs JINIIb Ha KOCBEHHBIE IMITMPUYECKUE JJOKa3aTeIbCTBA M MaTeMaTnye-
CKU€ MOJIEJIH, HO TEM He MeHee OH TTO-TTPEsKHEMY SIBJISI€TCSI OIHOW 13 BasKHEHIITITX
JIOTM 9KOJIOTHHU COOOIIECTB, OTPeIEISIONIMNA OCHOBHOI MeXaHu3M auddepeHIu-
aIMY HUTI, CHUKAIONIMI BHYTPY- U MEKBUIOBYIO KOHKYDEHIIHIO.

Oco6u 0IHOTO U TOTO K€ BUJA B U3BECTHOM HIMPOKOM CMBICJIE SIBJISIFOTCS
9KOJIOTHYECKY WICHTUYHBIMU, HO 9TO HE TPUBOANUT K WX CUJIBHOW B3aMMHOUN
KOHKypeHIU 1 60pbbe, 0 kotopoil trcan Y. Tapsun (1937). 310 mocturaercst
y ocobeit KOHKPETHOTO BH/Ia PA3HBIMU MY TSAMU: OT 0COOEHHOCTEH XUMUUYECKON
KOMMYHUKAIUU 1 MOP(MOJOTMIECKON U3MEHUMBOCTH 10 3JIEMEHTOB MTOBE/ICHN,
CHIKAIOIUX B3aUMHYIO arpecCuio U 00eCTeYnBAOIINX YMEHbIIEHNE JIaBICHIISI
KOHKYPEHIIUHU, 4YTO B HEKOTOPOM CMBICJIE IIPOTUBOPEUUT IPUHIIUIY KOHKYPEHT-
HOTrO UCKJIoYeHust. Ecy NPUHINI KOHKYPEHTHOTO MCKJIOUEHMS CIPaBeIINB
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JUUIST Pa3HBIX HKOJOTHYECKH OJIM3KUX BUIOB, TO Y TIPEACTABUTENEH OHOTO 1 TOTO
JKe BUJIA TTAPaIOKC OTCYTCTBUS NPOSIBICHUS B3aUMHOTO (aBTOKOHKYDPEHTHOTO)
[IOJIHOTO UCKJIIOYEHUS TeX WK UHBIX TPYIIL 0coOel TpedyeT 0ObICHEHM S,

Kasxpast ocobb Buja («rerer» B nonnmannu C. Kaiica n k. Xapuepa (Kays,
Harper, 1974)) umeeT MUHUMAJIbHOE TOITMYECKOE TPOCTPAHCTBO U JIOMTYCTUMYTO
[JIOTHOCTD, HANPUMEDP Y PACTEHUIT — CPEAHIOI0 MHAUBUAYAJIBHYIO IJIOTHOCTDH
(ITnoruukos, 1979). Anamornunbiii aderT mopepKaHus «UHIUBU/LY AIbHON
IJIOTHOCTU» BBISIBJIEH HA TPbhI3yHaX. B aKkcrepumenTax, MPOBENEHHbIX METO-
noMm CMR (capture-marking-recapture) Ha mosieBKe-aKoHOMKe (COBpPEMEHHOE
JIATHHCKOe Ha3Banue Buga — Alexandromys oeconomus) ycTaHoBJIEHO, U4TO T10-
ceJienue Buga Ha 6osbioM ayry (6eper p. Xazapita-sIxa, n-os SImMai) He paciipe-
IeJISJIOCH 110 TEPPUTOPUU JIyTa PAaBHOMEPHO, a COXPAHSJIO CPEIHUI MUHUMYM
IO MHANBUAYAIbHBIX yuacTKOB (obpuHckuii u ap., 1983). Ilpu atoMm B
OJIMH CE30H IT0CeJIeHNe JJOKATIM30BaJI0Ch HA OJHON YacTH JIyTa, a B IPYyToil Tie-
PEMEIIANOCh B paHee He 3aHATYIO €ro 4acTb, T.€. TOIEPKUBAJICS TTOCTOSTHHBIN
KOMMYHUKATHBHBI MUHUMYM B3aUMOJCHCTBUI MEKIY 0COOSIME, HO WX MH/IN-
BU/IyaJIbHbIE YIACTKH MOJTHOCTHIO HE TIEPEKPBIBAJIHC.

CosmectHO ¢ K.V, BepatoruHbiM MbI TIPOBEJIN HEOOIBIION SKCIIEPUMEHT T10
OIleHKe ITOJIOTMYECKOr0 B3aMMOJIENCTBUS JBYX BUIOB — KpacHo-cepoil (Cra-
seomys rufocanus) u poixeii (Clethrionomys glareolus) nojesok — npu ux He-
MOCPE/ICTBEHHOM KOHTAaKTe Ha 00Iell TEPPUTOPUN HAa OTOPOKEHHO TIOMIAIKe
B ycJIoBUsiX BuBapusi. Kax/piii Buji ObLI MCXOMHO U30JIUPOBAH JIPYT OT ApYra
O6IIUM PasIEAIONM TIJIACTUKOBLIM 3a00PUMKOM U MTPE/JICTABJIEH MATHIO TIapa-
MU CAMI[OB U CAMOK B3POCJBIX CEroJieToK. B KauecTBe yOEKUII UCTIOTb30BAIH
no 10 crangapTHBIX (haHePHBIX JOMUKOB (Hamogo0ue HeGOMBIIUX CKBOPEUHH-
KOB) C €IMHUYHBIMU OKPYTJIBIME BXogaMu. CHAYAIa HECKOJIBKO [[HEl JKUBOTHBIE
060UX MOJIOB 06UTAIN TTPU U3OBITKE KOPMa ¥ BOJBI HA YYaCTKe CBOETO BU/A W
pacIpeeTINCh M0 Pa3HBIM JIOMIKAM, HHOTA (OPMUPY I Mapbl. Phixkie 1moses-
KV TIPEITOYHITAIH 3aMacaTh KOPM M CEHO B BUJIE TOJCTUIKU BHYTPU TOMITKOB,
a KpacHO-cepbie He (hOPMUPOBATIN MTOCTOSTHHBIX YOESKHUII] U He 3aMacagi KOPM.

[Tocste cHATHS pa3esIoNeil MIACTUKOBON MPETpaibl YacTh KPACHO-CEPHIX
[OJIEBOK aKTUBHO TIEPEMECTHJIACH Ha CMEKHBIN y4acTOK, rje oOUTalu PhIKIe
nosieBku. OJTHAKO HU O/IHA PhIXKas MOJIeBKAa HEe TEePEMECTHIach Ha TIPOTUBOIIO-
JIOKHBIN COCEJIHUN YUaCTOK, HATIPOTUB, OHU OBICTPO 3aHSIJIN OTPAHMUYEHHOE YHC-
JIO IOMUKOB, HO yiKe He 110 1 win 2, a 10 3—5 0cobeil 1 KOJUIEKTUBHO OTPaskKajiu
HOMBITKU GoJiee KPYITHBIX MO pasMepaM KPacHO-CePbhIX MOJEBOK U3THATH UX W3
yoesxutl. KpacHo-cepbie MoJieBKY BBIOPOCUIIN TIOJCTUJIKY U 3aMACEHHbBII KOPM
U3 OCBOOOMBIIKMXCST IOMUKOB HA TIOJIOBMHE PHIKUX TI0JIEBOK. Uepe3 HEKOTOPoe
BPEMST CUTYAIUs CTaOUIM3UPOBATIACH, W YACTOTA IMOIMBITOK W3THAHUS XO3SEB

74



IKOJIOTNYECKAA HAUIITA

CHU3WIACh. B asibHeieM pbiKUe TTOEBKU MOUTH He MOKUIAT CBOUX YOEIKHUII
U UCHBITBIBATM CUJIBHBIN AUCKOMDOPT B IPUCYTCTBUYM KPACHO-CEPBIX TTOJIEBOK,
MIPE/INOYNTAS BBIHYKJICHHOE HAPYIICHUE «UHAUBUIYATbHON MJIOTHOCTU» B TIe-
PEYIJIOTHEHHBIX YOEKUIIAX MPSIMbIM KOHTAKTAM C BUOM-KOHKYPEHTOM.

Takum 06pa3oM, COCYIIECTBOBAHME 9TUX JABYX BUIOB Ha OrPaHUYEHHOIH 00-
el TeppUTOPUU TIPU BBICOKON JIOKAIBHOU TIJIOTHOCTHU BIIOJIHE BO3MOXKHO, HO
BeJIET K YTHETEHWIO OJIHMM BUJIOM TTPOCTPAHCTBEHHOUM aKTUBHOCTH JIPYTOTO, UTO
B INPUPO/IE, MTO-BUAMMOMY, BCTPeYAeTCsl UCKIIOUYNUTENBbHO PeKo. BepositHo, B
MPUPOJIHBIX YCJIOBUSX 9TO MOYKET MTPOUCXO/IUTD JIUMIb [IPU CUHXPOHHOM IIPOSIB-
JIEHWH TTMKOB YNCJIEHHOCTH B CUHTOITHBIX IIEHOMOIYJISIINSIX 000UX BUIOB.

W3BecTHBI TaKKe Crydan CMeEIeHUsT CyTOYHBIX TPOdUIeil BpeMeHN aKTHUB-
HOCTH Y CUMTIATPUYECKUX BU/IOB KMBOTHBIX, TIO3BOJISTIONIE TIOTIEPEMEHHO T10-
celiaTh TEPPUTOPUIO UX COBMECTHOTO 0OUTaHUs, nsberas MHTephepeHIInOHHOI
(mudysnoit) xoukypenruu (Haymos, 1963; Ilunos, 1998). Ilapamoke Xart-
YIHCOHA O TIOIEPIKKE 0TGOPOM BO3MOKHOCTH COCYIIECTBOBAHUS 1 KODBOIOIUN
Bu0B B 1pejenax cxoanoi IH ocnapusaiu H.C. A6pocos u B.T. Boromio6os
(1988), cunTasiiue, 4TO B 3TOM CJIydae pedb UAET JUIIb 00 0UeHb OJU3KIX KO-
HUTIAX U, B YACTHOCTH, TaKasl CUTyallisl TUITMYHA JIJTST PACTEHUIA.

B mannoM pasneste /71 HAC BAXKHO HE PACCMOTPEHHE MCUEPITBIBAIOIIEH HCTO-
puu cTaHoBJeHUS Teopu DH ¥ CBS3aHHBIX ¢ HEN IKOJTOTMYECKUX TPUHIIAIIOB,
a 00Cy:KIIeHUe TIPEICTABIEHIIT O BO3MOKHOCTH UCIIOJIb30BAHUS MOP(OIOTIYE-
CKUX U MOP(MODYHKIIMOHATIBHBIX MOIXO0B JIJIsI XaPaAKTEPUCTUKU U CPABHEHUS
IH. Takas uzest Bosuukia eme y /I, Ipunnensa (Grinnell, 1922), koropsbrii,
usydass 0COOEHHOCTH MOP(MOJOrNYECKOil NUBMEHYNBOCTH IIECTH OJU3KUX U 4a-
CTUYHO CHMIATPUPYIOMIUX BUIOB KEHI'YPOBBIX MPBITYHYUKOB (Dipodomys) B
Kamudopunn, BISIBUIT CBSI3b U3MEHUYUBOCTH JIJIST HEKOTOPBIX MOP(MOJIOTHIeCcKrX
MIPU3HAKOB C YCJA0BUSIME cpefibl. [Ipu aTom o paccMmatpuBas Mopdoornyeckme
MIPU3HAKN KaK HeKkre MOPGOhYHKITMOHATbHbIE MHANKATOPHI, TO3BOJISTIONNE KOC-
BEHHO XapaKTepu30BaTh CXO/ICTBO AKOJOTUIECKUX HUTIT CPABHUBAEMBIX BU/IOB.

Oco0biit uHTepec npeacrasiser uaes P. Makaprypa (MacArthur, 1968) o
TOM, UTO TEPMUHBI «HUIIA» W «(PEHOTUTT> SBJISIOTCS BO MHOTOM aHAJIOTUIHBIMHU:
HUMEIOT HEONIPEAETIEHHO OOJIBIIOE YKCIIO TEPEMEHHBIX, B TOM YKCJIe 1 MHOTO 00-
IINX, a TaKyKe TTOJIE3HBI TPK cpaBHEeHUM ocobeil n BuaoB. C aToil uaeeit Xoporo
coryiacyercst 0coObIi TOAXO/ CPaBHEHUST HUII 10 MOP(OIOTHYECKUM MPHU3HA-
KaM, KOTOPBIN ofiHuM 13 nepBbix mpuMmenn JI. Ban Banen (Van Valen, 1965),
MCIOJIb30BABIINI JUIMHY W TOJIIMHY KJIOBA y MTHUIL /IS U3MEPEHUS TTUPUHBI
tpoduueckoit nutin (I1TH). OueBuano, 4To pazmMepbl U CTPOEHUE KJIIOBA MITHUI]
TECHO CBSA3aHbI ¢ UX TPODUUECKUMHU HUIIAMME, II09TOMY KCII0JIb30BaHKe H0100-
HbIX QYHKIIMOHAIBHO BaKHBIX MOPhOCTPYKTYP st otierku [ITH Briostie ymect-
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HO. [Ipu cpaBHEHNN N3MEHYMBOCTH OCTPOBHBIX U MAaTEPUKOBBIX BUOB MITHUIT JI.
Ban Basien mokasait, uto HaGJIFOIaeTCsT TIPSIMAst CBSI3h MEK/TY IIMPUHOM HUIIN 1
MOPGOTIOrUUeCKO UBMEHIMBOCTHIO.

JleTanbHOE omucaHue II0JXO00B, CBSI3aHHBIX ¢ oileHkou I1TH, B Tom uncie
0 MOP(MOJIOTHYECKUM TPU3HAKAM, IPUBEIeH0, HanpuMep, B Monorpadun II.
Tlxusepa (1988). Kak usBecTHO, B KaUeCTBE MIMPUHDI HUTITH OOBIYHO MTpeIJIara-
€TCsI UCIIOJIb30BATh BEJTMUUHY CPETHEKBAIPATUIHOTO OTKJIOHEHMS WU Pa3dMaxa
3HAYeHUll pacrpejiesienus TOro Uil NHOTO PECYPCHOrO TT0KA3aTeis, T.e. HEKYIO
Mepy ero usmenunsocTH y gannoro suna (Hurlbert, 1978; Feinsinger et al., 1982).
JIJ1s1 ONIEHKH TIePeKPhIBAHUS HUIII IBYX BUJIOB OBLIO Mpe/oxkeHo (eMm. Jlsuiiiep,
1988) ucrnomp3oBaTh OTHONIEHNE PA3HOCTU MEK/Y CPETHUMU 3HAYEHUSMHU UX
pacrpejiesieHuil K yepeaHeHHoi 0606IeH ol BeInYnHe X BHYTPUTPYIIITOBIX
CPEHEKBAZIPATHYHBIX OTKIOHEHUIL. JIPyToil ¢rmocob OIeHKN CTEMeHH Mepekphi-
BaHue Hull 1o Habopy pecypcos npenosxker T. [TTonepom (Schoener, 1970):

1
b=1-5 lelij — 2] |
ij

Ie z,,; — JOJIA NCIOIb30BAHUA Pecypea U 1-11 anmm, a Zy;: — IS 2-11 HUIIN.
Kpowme toro, nzsectna hopmyJia nepekpbiBaHUST HHUIII, paspaGOTaHHaﬂ 9. [Muan-
koii (Pianka, 1973). MHble criocOOBI OTEHKH IIUPUHBI HUTIT ¥ UX [IEPEKPHIBAHIS
6buin npeaoxennr P Koasenom u [I. @yryumoit (Colwell, Futuyma, 1971), E.
[Mueny (Pielou, 1972), T1. A6pamcom (Abrams, 1980), E. Cmutom u T. 3aper
(Smith, Zaret, 1982) u ap. OpurnHaabHLIN C1IOCOO U3MEPEHUS IMTUPUHDI U TIepe-
KpbiBaHus Hul npegioxker E.JI. BopoGeitunkom (1993), KOTOpPbIii HCIIOIb30Ba
I 9Toro B hOpMyJIax pacdyera TPAAUIMOHHBIE MOKa3aTean — Kod(pduiment
Bapuanuu u koabduiment koppessinuu Ilupcona. IlousarHo, yto atu moA-
XOJIbI TPUMEHVMBI [IJIsI TIADHOTO CPABHEHMS BUIOB IO OTIEJbHBIM ITPU3HAKAM
U B cJydae MHOTOMEPHBIX cpaBHeHWH OyayT nubiMu (cM. Broennimann et al.,
2012; Ricklefs, 2010, 2012). MHOrOMepHBbIii MOAXO/ TOYHEE OIKUCHIBAET CUTYya-
IIUIO, TIOCKOJIBKY TI0 OJTHOMY TI0Ka3aTeJTo MesK/1y CPAaBHIBAEMBIMU BUIAMU HUTITN
MePEKPHIBAIOTCS, & TT0 IPYTOMY MOTYT He epekpoiathest (Ricklefs, Travis, 1980;
Ricklefs, Miles, 1994; Ricklefs, 2012). B Takoii cutyaruu MHOTOMEPHOE CpaBHe-
HUE B OTIMYUE OT YHUBAPUAHTHOTO MMO3BOJIUT TOUHEE BBISIBUTD PA3JIMUUSI MEKIY
IH cpaBHUBAEMBIX BU/IOB U SIBJISIETCST O0OJIEE TIPETIOUTHTETbHBIM.

B nocrenytorue rofp mpodiema IH HeOJHOKPATHO 00CY K AATACh, KDUTH-
KoBaJjiach U jonojHsiaack pasabiMu asropamu (Gallopin, 1989; Chesson, 1991;
van der Maarel, Sykes, 1993; JIepuenko, 1993; CrapoGoraros, Jlepuenko, 1993;
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Chase, Leibold, 2003; Mikkelson, 2005; Leibold, McPeek, 2006; Oszepckuii, 2006,
2014; Warren et al., 2008; Jiang et al., 2018; Granot, Belmaker, 2020; u ap.).

Jlx. Tommormne (Gallopin, 1989) mnormbiTasicst OCTpOUTh YHUGDUITMPOBAH-
HYIO KOHI[ETIUIO HUIIIN, OOBEIMHSISI JIBE XaPAKTEPHBIE JIMTHUU €€ PACCMOTPEHUSL:
a) XaTYMHCOHOBCKYIO HUIILY, TIPEACTABICHHYIO OOJIBIIUM HAOOPOM CPEIOBBIX
MEePEMEHHBIX KAK «YCJOBHUI CYIIECTBOBaHUsI»; 0) U3ydeHUE POJIH, KOTOPYIO
BUJIbI BBITIOJIHSIOT, UJIM UX CBSI3U C APYTHUMU BUIAMU, CPEIO U IIPOCTPAHCTBOM
BHYTpU OHOJIOTHYECKOTO coo0tecTBa. Omnupasich Ha CUCTEMHBIH MOAXO/, OH
onpeseui akosornueckyio vuiry (N) kak ob1iiee OTHOIEHUE TTPUCTIOCOBTEHII
BUJIOB U UX TOIYJISIIIAIN, KOTOPOe ollennBaercsi Habopamu Bxozsiiux (the set of
input) BaemHux cpenosbix (X), Buyrpernux (the set of internal variables) mepe-
MeHHbIX (Z) 1 0TBeTHBIX pesyasTupylonux (the set of output) nepemenunix (Y),
To ectb N = R(X,Z.Y). Ilog BHyTpeHHUMU TTepeMeHHBIMI OH TOHUMaJ MOPGhO-
Jiormyeckrie, GU3MOTIOTHIECKNE U ATOJOTHYecKre (TTOBeeHIeCKre B IITHPOKOM
CMbICJIe) peakinu. B panbHeiieM aTa ujest HaM MOJKET TIPUTOAUTHCS TP 06-
CY’KJIEHUM KOHTIETIIINHA MOP(MOOHUTIIN.

WHTepecHyI0 KOHIIETIIMIO HUIN, Pa3BUBAIONIYIO npeacTaBienus [[x. M.
Yeiiza u M. Jleitbonga (Case, Leibold, 2003), 00bearHUBIIMX MOJENN HKIIL
Y. Sarona u 0. Oxyma (PyHKIMOHATIBHBIA, B TOM YUCIE CPEL00OpasyIONImii,
acriektsl) 1 [Ix. XatunHcoHa (MHOTOMEPHBIN M TOJIEPAHTHOCTHBIN aCIIeKThI) U
uzeo BekTopa BosnelicTBus (impact vector), Hemasuo npemoxui [1.B. Ozep-
ckuii (2014), KOTOpBIA Ha3BaJ ee TOJEPAHTHOCTHO-CPEA00OPa30BATENbHON
«BEKTOPHO-00BEMHON MOJIENBIO». Vj1et0 BKIIIOUEHUsT B MOJIENTb CPeI00Opa3oBa-
TEJIbHBIX CBOICTB U OIIEHOK BEKTOPOB BO3MEICTBUSI OH IMOUYEPITHYJI Y YKA3AHHbBIX
aBTOPOB, a IIPH IIOCTPOEHNK CBoell MoxuduKamyu Momenn Yeitza—Jleiibonna
OTIMPAJICS HA TIPENICTABJIEHIE O MOIYJIAIIMOHHO D H.

Cormacuo omnpenenenuio I1.B. Osepckoro (2014), dynmamenTanbHast To-
JIEPAaHTHOCTHO-CPeIoo6pasoBaTebiast (BEKTOPHO-0ObEMHAsT) HUIIA — 3TO
«...COBOKYITHOCTBh BCEX BEKTOPOB BO3/leHcTBHUA B N-MepHOM (haKTOPHOM IIPO-
CTPAHCTBE, KOOPAMHATHI KOTOPBIX COOTBETCTBYIOT TAaKUM COYETAHUSIM 3HAUe-
HUW (HaKTOPOB, MPU KOTOPHIX MOTYJISIIHS MOMKET YCIENTHO CYIeCTBOBAaTh U
camoBocponsBoauThes> (¢. 14). CoOCTBEHHO HKOJOTHYECKYIO HUIITY OH OTIpe-
JIEJTHJT KaK «COBOKYITHOCTb TOJIEPAHTHOCTHBIX U CPEI000Pa30BaTEIbHBIX CBONUCTB
TIOTIYJISITIAN, OTIPEIEIISIONINX XapaKkTep ee B3auMOJICHCTBUN ¢ ee cTallnaJbHbIM
nenokomiiekcom» (Ozepckuii, 2014, c. 18). IlepBblii MOIOKUTENLHBINT MOMEHT
TAKOTO MO/IX0/IA COCTOUT B TOM, UTO €INHUIIEI PACCMOTPEHUSI SIBJISIETCSI HE 0CO0b,
a IIEHOTIOMY SN, TOCKOJIbKY aBTOP 3TOW KOHIIEIIUN OTIEPUPYET CTAIINATbHBIM
IIEHOKOMILJIEKCOM. BTOpoil comep:KaTeJbHBIN acleKT — BKJIOYCHUE aKTUBHOU
cpesoobpa3oBaTesbHON WM CpefolpeodpasoBaTe/IbHON IeaTebHOCTH 0cobei
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[[EHOMOITYJIAIII HA PA3HBIX BPEMEHHBIX 9Tallax — BEKTOPAa aKTHBHOTO BO3/CH-
ctBUsL. TpeTuil cymecTBeHHBIN aCTIeKT — aKTUBHOE yJacThe MEeHOTOMYJISINT B
(OYHKIIMOHUPOBAHUH [[EHOKOMILJIEKCA — JIOKAJIILHOTO COOOIIECTBA.

O coBpementoii Teopuu koucrpyuposanus Huin — TKH yike KopoTko ro-
Bopuisioch patee (cm. Odling-Smee et al., 2003; Flynn et al., 2013; Laland et al.,
2016), moaromy maHHbIi actiekT obeil Teopur IH B KPaTKOM MCTOPUYECKOM
o4epKe MbI He OyzeM 0oJiblne 00CyKIaTh, HO BEPHEMCS K 9TOMY BHOBb B IJIaBe 7.

B mociennue rogsl Bee GoJiblilee BHUMAHUE YIEIAETCS HCIOJIb30BAHKIO
M3MEHYUBOCTH MOPGOIOrnYeckux u MOPHodYHKIIMOHATBHBIX XapaKTePUCTHK
B OLIEHKE CTPYKTYPUPOBAHUSA COOOLIECTB M aHAIU3€ COOTHOLIEHUS (DAKTOPOB
KOHKYDPEHIUHU U (HUJIBTPALIUU BUAOB MECTOOOUTAHNEM, CBI3AHHBIX C IPOOJIEMOIL
nuddepennmarnu DH, B pyciie HOBbIX HaNIpaBJIeHU: 9KOJIOTUN, OCHOBAHHOH Ha
npusHakax (trait-based ecology) — npusHakoBoii sKos0ruu (=3K0MopQOJIOTHH)
(Miles, Ricklefs, 1984; Ackerly, Cornwell, 2007; Violle, Jiang, 2009; Cianciaruso
et al., 2009; Sampaio et al., 2013; Violle et al., 2017) u pyHKIIMOHATIBHON KO-
gorun (Keddy, 1992; Wainwright, 1994; McGill, 2006; Ricotta, Moretti, 2011;
Jiang et al., 2018).

K. Buosie ¢ coasr. (Violle et al., 2012) npeaioxuim UcIoab3oBaTh Co-
OTHOIIIEHUE TUCTIEPCHi MOPGOTOTHUECKUX MTPU3HAKOB JIJISI YETHIPEX YPOBHEI
Guonepapxun — UHAUBULYATBHOTO, MOMYJISIIIOHHOTO, IEHOTHYECKOTO U PETHO-
HAJIbHOTO, YTO TIO3BOJIMJIO 110 COOTHOIIEHUAM AUCIEPCHl OLIEHUTD JIJIst TIOILYJIs-
U 1 cOOOLIECTB COOTHOIIEHKE POJIM BHEIIHETO ¥ BHYTPEHHEro (hUIBTPOB B UX
oprausaiuy u GyHKIUMOHUPOBAHUN.

[pyroii moaxox c¢Basan ¢ ouenkoi runepodbema (hypervolume) sugoseix
poCTpancTB, Mogeaupyomux IH, a Takike UX pasMelneHre B MHOTOMEPHOM
IIPOCTPAHCTBE MCIONb3yeMbix nepemennbix (Barber et al., 1996; Cornwell et
al., 2006; Blonder, 2018). CeroaHs TakKe CyIIECTBYeT MHOKECTBO METOAOB U
Pa3IMYHBIX MHAEKCOB OLEHKHM (bYyHKLIMOHANBHOro pasHoobpasus (functional
diversity) monysnsanuii u coodbuiects (Pla et al., 2012; Villéger et al., 2017). Kpo-
M€ TOTO, /sl 9THX IeJIell MePCHeKTHBHBI MOIX0/Ibl, OCHOBAHHbBIC Ha UCIIOJIb30-
BaHWM MeP BHYTPU- U MEXKIPYIIOBOro Mopdopastoodpasust (morphological
disparity), onpatoniecs: Ha AUCIIEPCHOHHBIE ¥ AUCTAHIIMOHHBIE METO/IBI CPaB-
nenus (Foote, Gould, 1992; Foote, 1993, 1994; Erwin, 2007; Gerber et al., 2007,
Jlucosckuii, [TaBnunos, 2008; [TaBiuuos, 2008; ITaBaunos u ap., 2008, [Tapu-
Hos, Hanosa, 2009; Bacuibes u ap., 2010a; Farré et al., 2013).

Etile o/{iH TIePCIIEKTUBHBIN TO/IXO0/] B SBOJIIOIHOHHOI 9KOIOTHH COOOIIECTB
Pa3BUBAETCSI HA OCHOBE COOTHOIIEHUST (PUITOTEHETHYECKOTO U MOP(OTIOTHIECKO-
ro pasnoobpasus (Webb et al.,, 2002; Polly et al., 2016; Maestri et al., 2018),
YTO I03BOJIIET CBSA3aTh 9KOJIOro-Mopdosornueckue (PyHKIMOHAIbHbIE CBOM-
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CTBa C DBOJIIOIMOHHBIM CTaHOBJIEHHEM c0001ecTB. IlepecMOTp MHOTHX 3BO-
JIFOIIUOHHBIX TIPECTABICHUN B PAMKAX 3MUTEHETUYECKON TEOPUN HBOJIONUN
— 9T u B pyciie KOHIIENIUN PACHTMPEHHOTO 9BOJIOIMOHHOTO cHTe3a — PIC
TpebyeT W IMepecMoTpa TPEKHUX WHTEPIPETAuil B MPU3HAKOBOW HKOJOTUN
(3r0oMOpGOTIOTHI) COOOIIECTB U MOCTPOEHUST HOBOI TPAKTOBKU OBICTPHIX BO-
JIIOIUOHHO-3KOJIOTUYECKUX TIEPECTPOEK B CBETE HOBEHIIMX OTKPBITHIT B 00Ja-
CTH SIMIeHeTHYECKOI0 «MSTKOro» HacsenoBanus (epigenetic soft heredity)
(Jablonka, Raz, 2009; Duncan et al., 2014; Burggren, 2016; Boskovi, Rando,
2018; Donelan et al., 2020).

Ceroanst pa3paboTaHO MHOTO METOJIOB reorpahuuecKoro MOJIEINPOBAHYSI
noreHpraabHoro pasMerenns IH sugos B npocrparctee: GARP (Stockwell,
Peters, 1999), ENFA (Hirzel et al., 2002), BIOMOD (Thuiller, 2003), Maxent
(Phillips et al., 2006) u 1p., TO3BOJIAIONMIKMX TI0 OrPAHUYEHHOMY 00BEMY DMITUPHU-
YECKUX JAHHBIX O BCTPEYAEMOCTH BUIOB ¥ TOAPOGHBIM Ha3aM KIMMATHIECKIX
u reorpadMUECKUX JAHHBIX OCYIIECTBJIATh MPOCTPAHCTBEHHOE MOJAEJUPOBA-
HUe pacipejesneHns BugoB — species distribution modeling (SDM) (Hirzel et
al., 2002) 1 momenupoBanme aKogoTHYecKUX HuTT — ecological niche modeling
(ENM) (Peterson et al., 2011). Anajiornunble HOAXO/bI, HA3BAHHbIE 9KOMETPU-
koii — ecometric (Polly et al., 2016), a Takxke pyHKIMOHAIBHOI Ororeorpadu-
eil (Maestri et al., 2018), paspaboTanbl s reorpadu4ecKoro MoAeJuPOBaAHM
U3MEHEHWIT MOP(OIPOCTPAHCTBA Y ONPENETEHHBIX TAKCOHOMUYECKUX TPYIII
BUJIOB 1 MeTacoobiecTs (metacommunities) ¢ yueToM JanamapTHIX U KIKMMa-
THYECKUX [IEPEMEHHBIX U UCIIOJIH30BAHIEM METO/IOB TEOMETPUUECKOI MOpdhOoMe-
TPUY TP TeorpahuueckoM MOJIETUPOBAHIN MOP(HOTOTHIECKOTO PA3HOOOPA3HSL.

B uTore MOXXHO 3aKJIIOYNTDH, YTO JlaXKe TAaKOW KPAaTKUI U IBHO HETOJHbBIN
00630]p TMOKa3bIBAET, HACKOJIBKO CJIOKHA ¥ MPOTHBOPEYNBA JAHHAS aKTyaJlbHas
JUIsT 9KoJIoTUHN TIpobJeMaTnka, cBsidanHasi ¢ Teopuein DH. B To ke Bpems Bce
CKa3aHHOE BBIIIE MO3BOJISET HAM HCIIOIB30BATh (DEHOTUITNYECKOE Pa3HOOOpasue
U U3MEHYUBOCTD MOIYJISIII, BUIOB U TAKCOIEHOB [IJIsI KOCBEHHON XapakTepu-
crukn IH. MHorue Bompocsl, CBSI3aHHBIE ¢ TIPOGIEMOIT MOHUTOPUHTA, OTIEHKH
u cpaBHeHust DH, mo-npeskHeMy JKIyT CBOEro pelieHust. B 910ii B3 majiee Mbl
PacCMOTPUM aCIIeKThI, CBSI3aHHbBIE C MIPEACTABICHUSAME 0 MeTaheHOTHUIIE, DKO-
He, <TOMYJISIIIMOHHOM OHTOTEHE3€», STIUTEHETHUECKOM JIaHadTe TOMyIsiinm
1 (PEHOTUITITYECKOW U3MEHUYNBOCTH, KOTOPBIE BasKHbI 1T 0OCY KICHUST KOHIIETI-
U MOPMOHUIIIN, METOIOB €€ OIIEHKU U CPAaBHEHUSI HA Pa3HBIX YPOBHSIX Uepap-
Xuu OMocucTeM — 0c00b, IIEHOMOMYJISIIHS, TAKCOIIEH.
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MertadpeHOTHT, 9KOH U «NONYJISAINMOHHBIA OHTOTEHE3 >

Ipexie yeMm nepeidtu K o6CykaeHn0 MOPGhOHUIIN B HAIIIEM MOHUMAaHUH,
paccMoTpuM HOBoe TiousiThe, npeayioxernHoe [1.B. Ozepckum (2010a), — «me-
TadeHOTUIT MOIYJIANNN», KOTOPOe aBTOP MCIIOJb3YeT B KayecTBe CTPYKTYPHO-
(yHKIIMOHAILHOTO OTpaskeHUs ee aKoorndeckoil HuMu. C ero TOYKK 3peHus
MeTaheHOTHII MOITYJISAINN — «COBOKYITHOCTb BCEX CBOMCTB HoITyida1uu, GopMu-
PYIOHIMX cUcTeMY (DYHKIIMOHAIbHBIX CBA3EH MEK/LY ee UeHaMHU, a TAKKe MEKLY
MOTIYJIAIIMEN W cPeioid, B KOTOpo# oHa cymiectByeT» (Ozepckuii, 2010a, c. 16),
T.e. MeTaEHOTHUII TIOTYJISIUN 00beIuHsIeT (PEHOTHUITBI 0COOEl, X YUCTEHHOCTD,
COOTHOIIIEHNEe U INHAMUKY B TipocTpaHcTBe n BpeMenu. 11.B. Osepckuii moa-
raer, 4To eMHCTBO MeTaheHOTUIA KaK CUCTEMbBI «00YCJIOBJICHO HE TOJBKO Te-
HOGMOHIOM, HO ¥ WHTETPUPYIONINMHU B3aANMOAECHCTBUSAMEI MEXKIY (PEeHOTUTIAMHU,
OTHOCSIIIIUMUCS K Pa3HbIM (DYHKITMOHAJIBHBIM KJTaccaM — aKoHaM». /lasee on
MPUXOJUT K 3aKTIOYEHWIO, YTO «CTPYKTYPHO-(YHKIIMOHATIBHBIM BbIPaKeHIEM
AKOJIOTMUYECKOM HUIITN TIOIYJISAIUN SABJISAIOTCSA HE CBOWCTBA OTAEAbHBIX (hDeHOTH-
IOB €€ WIEHOB, a CBOICTBA ee MeTaheHOTHUIIA KaK eInHON cucTeMbly» (O3epcKuii,
2010a, ctp. 24). Takagd TpakTOBKa ABJSETCS BIOJHE CIPABEIUBON U MOXKET
CTaTh OCHOBOI 1151 pa3pabOTKU HOBOI METOL0JI0TIH, HEOOXOAUMOIL IIPH CpaBHe-
Hug MOPMODYHKITMOHATBHBIX XaPaKTEPUCTUK PA3HBIX MOMYJIANNN U OAHON 1
TO JKe MOIYJISAIUN B IPOCTPAHCTBEHHOM M,/UJIN BDEMEHHOM aCIeKTax.

Curenyer Takxke coryacutbest ¢ yrepskaeruem I1.B. Oszepckoro (2015) o
TOM, YTO «J1I000€e pazHooOpasue (HEHOTUTIOB O3HAYAET PA3IMYUST BO B3AHMOOT-
HOIIEHUSIX MEXKIY PasHBIME 0COOAME U OKpysKamoleir cpexoit» (c. 15). Ecan
HEMHOTO MPOJIOJIKUTH €70 MBICJIb, TO MOKHO 3aKJIOUUTD, 4TO JI0OAsT CTPYKTYP-
HO-(YHKIMOHANbHast (B TOM YHCJIe TTOBeIeHUECKast) 0COOEHHOCTh (PeHOTHIIA
OoTpakaeT crenuduKy ero sKOJOTHIECKON HUIIW. B najpHeiinieM Mbl HEOJTHO-
KpaTHO Oy/ieM BO3BPAIIAThCs K 9TOMY ACIEKTY, B YaCTHOCTH ITPU PACCMOTPEHUHT
noHATHS «Pukiredcnanckas Huimas B T71aBe 7.

Panee 17151 XapaKTepUCTUKY PETYISPHOTO BOSHUKHOBEHUS B TIOITY IS 32~
KOHOMEPHOTO MOP(OCTPYKTYPHOTO PasHOOOPasUst s IPUMEHII TEPMUH <ITOITY-
JISTIIMOHHBIH oHTOTeHe3» (Bacuimbes, 1988, 2005, 2009a). [TosicHio, uTO TOHUMAs
«OHTOTEHE3» HE TOJIBKO KakK WHIUBUIYAJIbHOE PA3BUTHE, T.€. eMHUYHOE COOBI-
THE, HO ¥ KaK 00IIyI0 BUAOBYIO IIporpaMMy passutust (OJarogapsi 9aToMy ocobu
BUJIa HA BCEX ATallaX OHTOreHe3a WAeHTU(PUIIMPYIOTCS KaK KOHCIen(pUUHbIE),
MOSKHO MPUJTH K TPETbEMY aCIEKTY €0 TOJKOBAHUS ¥ TOBOPUTD O <ITOTLYJISIIH-
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OHHOM OHTOTEHE3€», KOTOPbII MOKHO MPEACTaBUTH KakK 00IIiee /I BceX 0coOei
MOy UcKakeHne (echopMUPOBAHKE) BHUIOBON TTPOTPAMMBI PA3BUTHS
(Bacumnes, 1988, 2005, 2009a), 3agarorieii Beep BO3MOKHBIX MOAMIPOTPAMM
IV ee JIOKQJIBHBIX yCJoBWH. Takas mosmBapuaHTHas IIPOTpaMMa Pa3BUTUS B
HOIYJISIIIUYA UCTOPUYECKH TLIH(pYeTcst 0TOOPOM JIJIsT KOHKPETHOTO J[HANAa30HA
baykryanmit ycioBuii cpesibl B IAHHOM JIOKasauTeTe. B aTOM cMbIcie «ImomyJis-
LUOHHBII OHTOreHE3», OTPAKAIOIIUI OO CIIEKTP OCHOBHBIX IIOTEHIIUATbHBIX
onrtorenerndeckux tpaekropuii (Alberch, 1980; Mumua, 2001; Bacunses, 20092),
HOPUCYIIAX KaKAOH 0cOOM B KOHKPETHOU MOMYJISIIUK, B MaciiTabe BUA TIPO-
SIBUTCSI KaK YHUKaJIbHBIN 1 equnnanbiii (Bacuibes, 2005). Tlostomy cienyer
OJIATaTh, YTO KAKAsA YHUTAPHAS WK MOJIYJISIPHAST 0COOb MOTYJISIIIUH («TEHET>
no C. Kaiicy n /I:x. Xapnepy (Kays, Harper, 1974)) conepxut nadopmariuio o
MTOJIMBAPUAHTHON IPOTPaMMe Pa3BUTHS TTOIYJISIINH, KOTOPas MHBADUAHTHA 1T
BCEX ee MPe/ICTABUTENEN.

[IposiBnierwe B OMyASIIUN PEAKUX MOP(HO30B U YPOJCTB HE TPOTUBOPEUUT
MIPEJCTABIEHUSIM O CYIIECTBOBAHUK TOJUBAPUAHTHON MPOrPAMMbl Da3BUTHS
B TIOMYJISIIIUHN, WHBAPUAHTHON JIUIsT ee 0cO0€H, 1 TObKO KOCBEHHO JIOKa3bIBaeT
BBICOKYIO CTETIeHb 3aPEryJTUPOBAHHOCTH HOPMBI B MPOIlecce MHIUBU/YJIbHOTO
pasBuTHs. B 0cHOBe TTPOTPAMMBI MOMYJISIIMOHHOTO OHTOTE€HE3a TI0 AaHAJIOTUH C
srrerernyeckum ganamadrom ocobu (no K.X. Yopauurrony — Waddington,
1957b) sexut ob1ast SMUTEHETHYECKAst CHCTEMA TIOPOTOBOI PETYJISIIIUU Pa3BU-
TSt — anurenerndeckuii ganamadt nonyssaiuu ( Bacuibes, 1988, 2005, 2009a).

Ha ocroBanuu 310ro, ghendm kaxioit ocobu ciepyer paccMaTpuBaTh Kak
BEPOSITHOCTHYIO KOTIMIO €UHOM JIJIsl MOTLYJISIIK SIIUTeHeTUYeCKOH MoJIuBapu-
AHTHOU Moziesin pa3BuTHst. [lapasiieIbHbIN aHATIM3 H3MEHYUBOCTH 1 Pa3HOOOpa-
3Us MHOKECTBA 0COOEH OHOI 1 TOI JKe reHepaIui MO3BOJISIET CTATHCTUIECKH
BU3YaJIM3UPOBATh OCHOBHOW KOHTYP MOIYJSIIOHHOTO OHTOTe€He3a B MOpPdo-
npocrparctee (Bacuabes, Bacuabesa, 2009a,6). Peanmsyemasi 1ipu 9T0M U3-
MEHUYHBOCTH TIPEICTABISIET COOOH BEPOSTHOCTHOE OCYIIECTBICHIE MMEIOTIErOCsT
B Ipejesax rpynnoBoil Hopmbl peakimu (NoR) momyssainuu Habopa ycroiuu-
BBIX OHTOTeHeTH4YecKuX (Mopdorenernuecknx) tpackropuii (Bacuabes u np.,
20186, 20206).

Panee I1. Onbepu ¢ coasrt. (Alberch et al., 1979; Alberch, 1980), o6ocHoBa-
JIU TIPEJICTaBJICHUsT 00 OHTOTEHETHYECKIX TPACKTOPUSIX, PasBUTHIE mo3aHee M. B.
Mumnoii (2001), KOTOpBIEe XapaKTepU3YIOT MOCIEI0BATEIBHOCTD (heHOTUTTHYE-
CKUX U3MEHEHU 0c0O€el Ha PasHbIX aTallaX OCTHATAIbHOTO OHTOreHe3a. [eome-
TpUUEcKast MOP(MOMETPHSI TIO3BOJISIET OIKMCHIBATH U3MeHeHHe (GOPMBI 0O0BEKTOB
B OHTOreHe3e, UCKJIOUasl UX Pa3Mepbl, I0ITOMY B IaHHOM CJIYYae Pedb UJET O
mopdorenernyeckux nsmenenusx (Zelditch et al., 2004; Klingenberg, 2013a,b;
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Bacusbes u ap., 20186). TToatomy s Tipe/iiarato Mocjae[0BaTeIbHOE H3MEHEHUE
hopmbl 00beKTa B MOP(HOIIPOCTPAHCTBE HA PA3HBIX ITAIAX €r0 MOCTHATAIHLHOTO
Pa3BUTHS ONPENETUTD Kak Mophozenemuueckyro mpaekmopuro (Bacuibes u 1p.,
20186, 202006).

[umoretnveckre MopdoreHeTHYECKNe TPAEKTOPUM TeoTpahuyecKn yia-
JIEHHBIX TOMYJISINNA MOMKHO IPEACTaBUTbh B MOP(OIPOCTPAHCTBE Kak Habop
BEPOSITHBIX TUTIOB (pHC. 15): a — CUHTOIHBI, KOT/Ia TPAEKTOPHUH TOUTH UAEHTHY-
Hbl; 6 — HapalieabHbIi — TPAEKTOPUHU CMEIEHbI OTHOCUTENBHO APYT Apyra 6e3
PACXOKIEHUs]; B — AUBEPTeHTHBIN, KOT/Ia C BO3PACTOM TPAEKTOPUU PACXOJISITCS;
I — 9KBU(UHAIBHBIH, KOTIA KCXOTHO y/IaJeHHbIE TPAEKTOPUU B KOHEYHOM UTOTe
COMMKAIOTCST; I — aJJIOTOITHBIN, €CJIM TPAEKTOPUN HallpaBJIeHbl TIOYTH TTapai-
JIEJTBHO, HO CIIBUHYTHI OTHOCUTEJILHO JIPYT IPYTa; € — aJJIOTOIHO-IMBEPreH THBII
— TO K€, HO C PACXOKIeHNEM MOP(MOTEHETHUECKUX TPAEKTOPHIHL.

(a) ¢ (©) (®)
, O juv
ﬁ o ad
@ sen
? 2 1 2 12
(e)
2 2

}/\\ (m)
1 2

Puc. 15. Tunoretnyeckue TUIb MOPHOTEHETHUECKUX TPAEKTOPUI (3TArbl MOpdoreHesa: juv
— 10BEeHUJIbHBII, ad — B3POC/IBIiL, SeN — CEHUIBbHBIIT) TeorpaduuecKy YAaJeHHbIX TTOMyJIsIHii
Buza (1, 2) B o61em MopdonpoctpancTse: (a) — CHHTONHDIN, (0) — MapasienbHbiil, (B) — au-
BepreHTHbIN, (I') — 9KBUDUHAIBHBIH, (1) — aJJIOTOIHBIN, (€) — alJIOTOITHO-/INBEPTEHTHDII.

1 1

cDyHK]_[I/IOHI/IpOBE].HI/IG IIMUTEHOMA CUCTEMHO 3aPEryJInpPOBaHO U CUTYaI[MOH-
HO MOI[I/Iq)I/IIlI/IpyeTCH JINIIDb IIPU CYIIECTBEHHOM M3MECHEHUN yCJIOBI/IfI Pa3BUTUA
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(Jablonka, Raz, 2009; Bonduriansky et al., 2012; Duncan et al., 2014; Boskovi,
Rando, 2018; Donelan et al., 2020). B oTHOCHTEIbHO HOPMAJIBHBIX YCJIOBUSX
peanusyercsti CreKkTp Mop@oreHeTHUeCKUX TPAEKTOPUIA, YKJIaIbIBAIOIIUNCS B
«amantusHyio Hopmy» (1o VML.U. IlImanerayseny). IIpm HeBOo3MOKHOCTH OCY-
HIECTBJIATH PETYJISIIUIO PA3BUTHUS B PE3KO U3MEHEHHBIX YCIOBUSX CPE/Ibl BO3HU-
katoT nHasantuBHbie Mopho3sl (ITImanbraysen, 19400, 1969; Pacauibib, 2002),
a 3ateM, Giarojiapst TBOPYECKOi posin 0TGopa, MOKeT ChOPMUPOBATHCS HOBasT
cbasraHCUPOBAaHHAA IMUIEHETUYECKasE CUCTeMa, 00eCTIeurBaloNias HOpMaIbHOe
nporexkanue mopdorenesa (I1Iumkun, 1984, 1988, 2006).

Obr1iee ymMeHbllleHHE U3MEHYMBOCTUH U MOP(MOIOTHYECKOTO PazHo0Opasusi,
a Takyke CHUKEHUE YaCTOTHI BCTPEYaeMOCTH MOP(HO30B B HAMGOJIBIIEH CTETECHN
MPOSIBJISIETCST B 0BJTACTH YMEPEHHOTO BJIMSTHUS 9KOJOTHYECKUX (haKTOPOB, GJIH3-
KOl K ONTUMaJIbHBIM ¥ HOPMaJIbHBIM YCJIOBHAM pasButus (puc. 16). O6 aroit
3aKkoHOMepHOCTH HeosiHOKpaTtHO ynomuHaioT E.H. Byksapésa u .M. Anemnien-
ko (2013), ncromb3ys aToT (heHOMEH TPH MONCKe KPUTEPUEB ONITUMATHHOCTH.
B nasbHelinieM MblI Takske OyJeT ONMMPaThCs Ha AaHHYI0 3aKOHOMEPHOCTD TIPH
OTIEHKE 9KOJIOTHYECKOTO COCTOSTHUS TIEHOMOMYJISINN U TAKCOTIEHOB B I'PaJIeH-
Te YCJIOBUIA CPEJIbl MJIN KOHTPACTHBIX YCJIOBUSIX, HCIIOJIb3YsI COOTHOIIIEHNE 00b-
eMOB MOp(oHHUII B 0011eM MOP(HOITPOCTPAHCTBE JIJIST CJYIATHO BBIPOBHEHHBIX
0 YKCITy HAOTIOIeHUI BEIOOPOK.

neccumanbhuvle
yenosus
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o . B P m?
) l\ “Pae 17 il ii
A isag
2 INinasannnnil
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= e e 5;
l | | \ | *
e N HudICHAS Zpanuya aoanmueHot nopmol A N
“\\ ONTHMAJILHbIE ,:': neccumanvhvle

\ ycC/10BHsA i yenosus
cybontuMyM cybontuMyM
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Munumym OAKTOP Maxkcumym

Puc. 16. V3meHeHne pazmMaxa M3MEHYHBOCTH 1 MOPHOPaZHOOOPasust PH PasBUTHN 0COGE
MOJIEJTBHOI TIOTYJISIIIAN B 9KOJTOTHYECKUX YCIOBHUSX, OIM3KUX K ONTHMATLHBIM 1 TIECCHMAITh-
ubiM (110 BykBapésa, Anereriko, 2013 ¢ HeGOIBITUME JIOTOJHEHUSIMU U U3MEHEHUSIMIT).
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[Iporpamma «ITOMYJISTIAOHHOTO OHTOTEHE3a» CO BCEMU BJIOKEHHBIMU TTOJI-
MporpaMMaM¥ TPW  Pean3aluyl 33JaHHOTO MHOKECTBA OHTOTEHETUYECKUX
TPAeKTOPUIl MPUBEIET B KOHEYHOM UTOTE K (DEHOMEHY, HA3BAHHOMY BBITIIE Me-
taenotumiom (ecm. Ozepckuii, 2010a). Oxnako cam TepMuH «(HEHOTHIT», ¢ MOEH
TOYKHU 3PEHUST, OTPAYKAET KJIACC MOPMOTOTUUECKU TUITHIHBIX U CXOIHBIX MEKIY
co060i1 heHOMOB 0cobe, IIprYeM Ha olpeeleHHOM aTatle passuTus (Bacuibes
u 1p., 20186).

Pemenne GoipmmucTBa Ipo0aeM OHONIOrMYECKOl KiaaccupuKauy Ha-
PSIMYIO CBSI3aHO C TIOHUMaHMeM (yHIAMEHTATIbHOU NPpUPobl dheHoTumna, de-
HOTHUIIIYECKOI M3MEHUYMBOCTH W WHIAMBHUIYAJIbHOTO pa3BuTus. Kak maBecTHO,
noHaTHe (HeHOTUI («KaKylUuidcss THI» ) ObLIo npemiokero B.JI. MoranHceHoM
(Johannsen, 1909, 1911, 1923) aig 0603HaYEHMsT MM MAPKUPOBAHUST CXOIHbIX
0 KakoMy-J1n60 CBOMCTBY (HallpUMeD, 1o OKpacke) ocobeil. B HacTosIee Bpemst
3TO TIOHATHE HECKOJBKO BUJOM3MEHUJIOCH, HO MO-TIPEKHEMY XapaKTepuayeT He-
KU KJ1ace oco0eil 0IHOT0 BHJIA, CXOIHBIX [0 KAKOMY-JINO0 CBOMCTBY (TIPU3HAKY )
cTpoeHus win QYHKIIMOHUPOBaHUst. IT0CKOIBKY TepMUH OBLT TIPE/JIOKEH TaBHO
U TECHO CBSI3aH C UCTOPUEN CTAHOBJIEHUS TEHETHKH, €TO JAJbHEHTIas TPAaKTOBKA
oTpaskajia M3JIePAKKU 9TOM HAYKH Ha 3ape ee cTaHoBIeHus. [locTenenHo chopmu-
POBAJIOCH TIPEICTABIEHUE O TOM, UTO (DEHOTUT — HTO HECKOTIBKO UCKAKEHHOE Cpe-
JIOIT OTpaskeHe CBOICTB TeHOTHIA OCOOH, TIpIYeM (heHOTHUI PACCMATPUBAJICS KaK
BHEIIHEE TTPOSIBJICHIE TT0 OTHOIIEHUIO K TEHOTUITY — BHYTPEHHEH HaCJe/ICTBEH-
HOU mporpamme. SIBierrie pa3BUTUSI HA TAHHOM dTalle CTAHOBJIEH IS TeHETHKU BO-
06111e GBIJIO UCTOPUYECKH YCTPaHeHo U3 paceMoTpenust (eM. 063op Gilbert et al.,
1996; Twnbepr u ap., 1997). Menorun BugeICs Kak pe3yJibraT B3auMOIEHCTBIS
FeHOTHUTIA U CPEJIBI B IIPOIIECCe PA3BUTHSI, HO caMo GopMooOpasyroliee Pa3BUTHE
— MopdoreHes, 3a pefiIkuMu uckiodeHussMu (cMm. Acraypos, 1974), urnopupo-
Basoch. TPamUIIMOHHO CTPEMUJINCH CPABHUBATH «(EHOTUIIBI» YK€ B3POCJBIX,
CIIOCOOHBIX Pa3MHOKATBCsT 0coOeit. [leTepMUHAIlKs TEHOTHIIOM TIPU3HAKOB (he-
HOTHTA ObIJIa MPUHSTA 32 AKCHOMY, TIO9TOMY JIJIST TEHETHKOB HAYaJa MPOIILIOTro
BEKa aKTYaJbHBIMU OBLIHM HACJEACTBEHHbBIE (DAKTOPBI — TE€HbI M «/IETEPMUHUPYE-
MbIe» UMU (PEHOTUITMYECKUE «TPU3HAKIY> B3POCJIBIX OPraHU3MOB.

[MosiBienue penoreHernku (Haecker, 1918, 1925) kak Hayku 0 MeXaHH3MaX
peanu3aIy HacJaeICTBEHHON N3MEHUYUBOCTH B (DEHOTUTIE MAJIO UBMEHUJIO ITH
MIPEJICTaBJIEHNUS, TOCKOJIbKY TTePBOHAYATHHO JAaHHOE HAIPABJIEHUE OTHMPAJIOChH
HA Te JKe TeHoleHTpudeckue ycraHoBKU., O6HapyskeHHbIl B.JI. AcTaypoBbIM B
1927 r. ¢peHoMeH 0co6O0il UBMEHUNMBOCTH, HE CBI3aHHOM HU C TEHOTHIIOM, HU C
BJIMSTHUEM CPEJIbl, a 00YCJIOBJIEHHON «CTOXAaCTUKOM PasBUTHSI», MOT ObI CyIIle-
CTBEHHO U3MEHUTD CUTYAIIUIO, HO OBLII IOYTH [TOJHOCTHIO IPOUTHOPUPOBAH reHe-
TUKaMu-coBpeMeHHUKaMu. Tosbko B KoHIle XX B. B.A. CrpynnuxoBsiM 1 11.M.
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BoimmackuM (1991) 210 siBIeHUe ObLIO «peabUIMTHPOBAHO> MO/l HAa3BaHUEM
peanu3auuontas usmenuueocmo. B To e BpeMst OBITOBaBINEe TPAIUITHOHHOE
IIPEICTABICHNE O TEHeTUYECKOH JeTepMUHAIINN OT/AEJbHO B3SITOTO NIPH3HAKA
MTOCTETIEHHO CMEHUJIOCHh TTOHUMAaHUEM TIJIEHOTPOITHON POJIU TEHETUIECKON cpe-
bl B (hOPMUPOBAHUH [IETOCTHOTO (DeHOTUTIA OCOOU: MHOTO T€HOB MOTYT BJIHSITH
Ha (popMUpOBaHUE OJJHOTO MTPU3HAKA U, HAIIPOTUB, OJIUH I'eH MOKET BJIMATH Ha
mHorue npusHaku (Tumodees-Pecoscknii, IBanos, 1966).

B cBere smmreHeTwyecKuxX Ipe/CTABJIEHUN, MPEANOJNATAONINX I1eJ0CT-
HOE CUCTEMHOE CTaHOBJIeHHe eHoMa 0cOOH, (DEHOTHIT BHICTYIIAET KAK PE3yJib-
TaT MPOSABJIEHUS OJHOTO M3 aJILTEPHATUBHBIX IIyTel Pa3BUTHSA, [TPUBOSIIUX
K (OPMUPOBAHMIO B HOIYJAIUN OIIPe/IeJeHHOrO B MOpdodyHKIIMOHATBHOM
OTHOIIIEHUN KJacca cXOMHbIX (heHomoB. DeHOTUIT — 9TO M3HAYAIBHO, CKOPEE,
IPyIIOBas, YeM WMHAMBUAyadbHas xapakrepuctuka (Johannsen, 1909, 1911,
1923). MHe mpejcTaBisieTcs, 4TO 1O OTHONIEHWIO K KOHKPETHOMY WH/IUBULY-
yMy (DEHOTHUII JIOJKEH PACCMAaTPUBATHCS KaK MHOTOMEPHBIN KPUTEPUT JIJIsSl €TO
KJIacCU(MUKAINH, T.€. T OTHeCeH s (heHOMa TAaHHON 0COOU K TOMY WITH HHOMY
Kmaccy (=Tumy) cXomHbix henoMoB. COOCTBEHHO TaKOH KIACC KOHCTPYKITHOH-
HO 1 QYHKIMOHAIBHO OIU3KUX (HDEHOMOB U SIBJISIETCST HEKUM PEATM30BAHHBIM
B ITpoIiecce Pa3BUTHSA TUTIOM — (heHOTUTIOM. BHYTPH TakuX KJaccoB Wi heHo-
THUIIOB peasn30BaHHbie (heHOMBI 0CO0EI B 3HAUNTEIBHOU CTENEHN OTHOPOIHBI U
CXOJIHBI, HO MOP(MOMYHKIMOHAIBHO OTIUIAIOTCS OT 0COOEH APYTUX MOAOOHBIX
KJIacCOB — (DEHOTHTIOB.

Kasknprit penotun (kimace cXonubix (heHOMOB) MOYKET PAaCCMaTPUBATHCS B
KauecTBe XapaKTePUCTUKK €CTeCTBEHHON CTPYKTYPHO-(YHKIIMOHAIBHOHN TPYII-
el (COT) Buyrpu nomyssiiun. Kaxknas takas rpymnmna, uian CDI, BoimosHsieT
olpeziesieHHble PYHKIUU 110 TTOAEPKAHUIO TIeJIOCTHOCTU U YCTOMYMBOCTH T10ILY-
sanuu. Hanmomwto, uto panee I'B. Osenes (2002, 2004) npeioxus aasrepHa-
THUBHBIE TUIIbI OHTOT€He3a B MOIYJIANNAX IPbI3YHOB, CBI3aHHbIE C YCKOPEHUEM 1
3aMe/lJIeHIEeM Pa3BUTHA U CO3PEBAHNS CETOJIETOK U YCKOPEHUS CO3PEBAHUS Y 3U-
MOBABIIIHX 3BEPHKOB, Ha3bIBATh (hU3UOJIOT0-(yHKIIMOHAIbHBIE TPyIIbl (DDT).
®Daxrnuyeckn DDT — mpumep CDT, oapasieIeHHBIX MO CKOPOCTA OHTOTEHE3a.

[IpencraBuTenu Kaskao0il CTPYKTYPHO-(YHKIIMOHATBHOUN TPYIIIBI MOTTYJISI-
n OyyT, 6rarofapst cXoacTBy heHoMoB, mMeTsh cxoanbie JH. Ecam mpu atom
paccMaTpUBaTh MHAUBUYAJIBHYIO GEHOTUTUIECKYIO UBMEHYMBOCTD, TO 3TO 03-
HAYaeT CPAaBHUBATDH MPOSIBIEHNST M3MEHINBOCTH (HEHOMOB 0COOel MeKIy pas-
HbIME (DeHOTHITaMU (TPYIIamMy (DEHOTUITUYECKH CXOAHBIX 0cobeit). Pasidist
MeXIy (heHoMaMu 0codell MO OTAENBHBIM MPU3HAKAM TAKKE XapaKTePU3yIoT
(heHOTHIUYECKYIO UBMEHYMBOCTH 0CO0E, MOCKOJIBKY (DEHOM 3TO MHOTOMEPHAST
MophodyHKITMOHATTbHAS KOHCTPYKITHS.
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MHoroMepHast OpinHaIUs 00bEKTOB TI0 MHOKECTBY TIEPEMEHHbBIX (METpH-
YEeCKUX, CYETHBIX UJIN MEPUCTUUECKUX 1 HEMETPUUECKHX ) YITOAOOISIETCST CHHTE-
TUYeCKOii rpoueaype GopMupoBaHus npoodpasa peHoTuIa, ero MHOroMepHOH
peKoHCTPYKIUHU. [Ipu 3TOM HYKHO OTYETIUBO OCO3HABATH, UTO TTOJHOE MCYEP-
IIbIBaIOIlee MHOTOMEpPHOE onucaiue (heHOTUIIa KaK OUOJIOTMUeCKOro MHMBUIA
BO BCEX ero IMPOSIBJIEHUSIX U YepTax CTPOeHUs, T.e. Kak (heHOMa, B HACTOsIIee
BpeMsI NIPAKTUYECKH HEBO3MOKHO U, BEPOSATHO, B OJMKaiillee HeCATUIETHE
MOKHO CYUTATh HEJOCTUKUMON «HleasibHOM» 3a/1aueil. B To ske Bpemd BIoJiHe
PeasTbHOI TEJTBIO SBJISIETCS CO3/IaHe MHOTOMEPHOU Mojiesiv (DEHOTHUTIA, eT0 IPy-
60ro noxobus, cBOCOOPAZHOrO0 MHOTOMEPHOTO <«LIAPKa», KOTOPbIA CTAHOBUTCS
olepaloHalIbHBIM OOBEKTOM IIPH OCYILECTBJIEHUH IIPOLEAYPhl KIaccuduka-
1 MHOkecTBa (heHOTUTIOB. [Ipn ncnosmb3oBaHuM MeTOI0B (DEHETUKU U TeOMe-
TpUYECKOH MOphOMETpUN MbI Beeraa OyaeM UMeTh JIUIb <HIapKUPOBaHHOE>,
YIIpOIleHHOEe BOcTIpon3Bezienne (peHoMa u (heHOTHIIA.

MokHO vt 1aTh OTIpe/ieieHre TEPMURY «(PeHOTUTT» BHE TeHOIIEHTPUYECKON
napagurmbl CTI? VIHbIME CIOBaMHU, YIEJIEET JI 3TOT TEPMUH TPH TIyOOKON
TepecTpoiike 9BOIOMMOHHBIX TTPECTABIECHNUN B pycJie 3MUTEHEeTHYeCKOW Teo-
puu aBosioiun — AT (Ilumkun, 1984, 1988, 2006, 2010)? Ilepex Tem kak
OTBETUTDb Ha TAKOW BOIIPOC, CJIeIyeT MPU3HATH, UTO TEPMUH MeTadopudeH, J10-
CTaTOYHO KECTKO BCTPOEH B «ILJIOTh U KPOBb» COBPEMEHHOI GUOJIOIHH, IIO9TOMY
BPSJL JIN TIOSBUTCS. BOBMOKHOCTH €ro ObICTPOil 3aMeHbl. BeposiTHo, cienyer uc-
XOAUTH U3 HEOOXOAUMOCTH COXPAaHEHM TEPMIHA B Ja/lbHEIIINX TEOPETHYECKIX
MOCTPOEHUAX U TPAKTUKe UccaeoBaHuil. Vcxond u3 anureHeTMYeCKOl KOH-
LENIIH, MOXKHO II0JIaraTh, 4TO (PEHOTUII KaK IIOHATHE HE TOJIBKO MOKET ObITh
coxpaHeH, HO U OKa3biBaeTcs Kpaine yjaaunbiM. Eciu ¢ mozuimii CT3D crporo
COXPaHATH CMbICJ TEPMIHA, TO B CHIY YHUKAJIBHOCTH TeHOMA KasK A0l ocobu (B
TOM YHCJIe COMAaTUYECKON HEITOBTOPUMOCTH) CaMO MPUCYTCTBUE OJMHAKOBBIX
WK OYeHb CXOJHBIX BAPHMAHTOB CTPOEHUs 0cobeil — (peHOMOB — 03HAYAET, UTO
He CYIIECTBYET CTPOTOTO COOTBETCTBUS MEKIY TEHOTUTIOM M (DEeHOTHUIIOM, TI0-
CKOJIBKY €ro He J0JIKHO OBbITh M3-32 YHUKAJIbHOCTH Kaskaoro reHoma. Cienoba-
TEJIbHO, OOBIYHO HE CYIIECTBYET CTPOTrOil IeTePMUHAIIMN TEHOTUIIOM (DeHOTHIIA,
a TeHaMU — TIPU3HaKa. B TakoM cirydae MCXOHAsT TEHOTIEHTPUYecKast KOHIeT-
1M1 HEBEepPHA, TTOCKOJIbKY MHade (DeHOTHUIT KaKk MHOTOMEpPHAasl XapaKTepPUCTHKA
BCEr/ia I0JKEH OTPaskaTh HIOAHCHI CTPOEHISI TEHOTHITA — OBITh TAK/KE YHUKAb-
HBIM. DTOTO B TIpUpoJie He cymiecTByeT. OHAKO B MHOTOMEPHOM MOPGOIpO-
CTpaHCTBE BLIOOPKU BCerga MMEIOTCs eCTeCTBEHHbIE arperaiui 00beKTOB, eC/In
He UICHTUYHBIX, TO KpaifHe CXOAHBIX (MMOBTOPSIONINXCS TI0 CBOEMY CTPOEHUIO)
ocobeit, peICTaBIIAIoNIX OlpeieeHHble Kiacchl — (peHoruibl (cMm. Bacuiibes,
Bacumbena, 2009a).
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Taxum o6pazom, B pamkax CTO mpu CTPOroM UCIIOIb30BaHUT TEHOTIEHTPH-
YeCKUX MPECTABICHUN TePMUH (DEHOTHUTT TPOCTO HE UMEET CMbICIA U JIOJIKEH
paccmarpuBaTbest He Oojiee yeM ypoOHas aberpakuus u Metadopa. Hanporus,
€ TOYKH 3PEHUS IMUTEHETUIECKON Teopun 1 MOpGhOosoTuN (hEeHOTUIT — ITO, JIeHi-
CTBUTEJILHO, THII, IyTh PA3BUTUsI, TIPUBOSIINN K OIPEAeTeHHOMY 00Ky (B
TOM uncJie PYHKIIMOHAIBHOMY) B TIOTEHIIMAIIBHOM CTPYKTYPHO-(DYHKIIMOHAb-
HOM TIPOCTPAHCTBE, KOTOPOE, YIIPOIasi, Mbl olipesie/isieM Kak «(heHoreHeTnye-
ckoe MoporpocTpancTBoy. Tepmut «heHoTUI» TIPU HTOM He TOIbKO He TepsieT
CMBICJI, HO B TIOJIHOM Mepe COOTBETCTBYET OIMCBIBAEMOMY (DEHOMEHY.

Onnaxko tpakryembiit B pamkax CTO «reHOTHT> — TEPMUH, HEBEPHbII JaKe
¢ OOIUX JIOTHYECKUX TTO3UTIUI: KAKOH TUTT MOKET CYIIECTBOBATD, ECITH «TEHOTH-
bl» (T€HOMBI) BCeX 0COBeid, 10 ONPeIeTeHNIO CaMUX TeHETHKOB, HETIOBTOPUMBI
n yHUKaIbHBI? Hamomuaum B a0l ¢Ba3n, uto, 1o MLA. [mmkunay (1988, 2006),
TEPMUH «MYTaIFsI» B CTPOTOM €T0 TOJTKOBAHUU FeHEeTHKAMI O3HAYaeT YKIOHEHEe
TeHOTHUTIA OT HOPMBI (JINKOTO THIIA), & B CUJTY HETOBTOPUMOCTH CAMUX T€HOTHUTIOB
(TeHOMOB) U3 9TOT'O CJIE/YET, YTO BCE 0COOU 0 OTHOIIEHUIO PYT K JAPYTY SBJISIOT-
cst mytarTamu, [Toatomy sorudHee ObLT0 ObI He PACTPOCTPAHSITH CBOMCTBA reHa Ha
TeHOTHUII U TIPEJIIIOJIATaTh, YTO JIUIITh OT/AETbHbBIE TEHBI MOTYT «/I€TEPMIUHUPOBATH>
CBOEI aKTUBHOCTBIO, T.€. TOBBICUTH BEPOSTHOCTD TIPOSIBIICHUS OTTPEICJICHHBIX CO-
CTOSTHUI MMPU3HAKOB — (heHOB (HATIOMHMM, YTO B TEOMETPUYECKOI MOP(HOMETPUN
COCTOSIHUA TIPU3HaKa — 3To Bapuanuu (opmbl ). CienosatesbHo, ¢ mozuimii CTO
CMBICJI UMEET He TEHOTHII, a TeH, U He (heHOTHTI, a TucKpeTHbii den. [Ipossiaenne
B TIpejiesiax MOIMyJIAIUNA PA3HbIX (PEHOTHUIIOB, T.€. CXOAHBIX B CTPYKTYPHO-(DYHK-
[[HOHAJIbHOM OTHOIIEHUH KJACCOB OCOOEH, MO3BOJISIET MIPU COYETAHUU PA3HBIX
XapaKTepPUCTUK HANTH TaKue KOMOMHAIIUY CBOIICTB, KOTOPbIE AI0T BO3MOKHOCTD
JIMATHOCTUPOBATh HYKHbIE (PEHOTHUIIBI U KJIACCU(DUIIUPOBATH OCOOEH 110 UX TIPHU-
HA/IJIESKHOCTH K TOMY WJIM MHOMY BapUaHTY pa3BUTHs — MopdoreHesa.

Tepmun deHoM oTpaskaeT KOMILIEKC BCeX CTPYKTYPHO-(YHKIIMOHATIBHBIX
CBOFICTB 0COOM Ha BCEX ATamax ee pa3BuTHs. [109TOMY M0 aHAJIOTHH ¢ MOHATHEM
«metadenorutnsy [1.B. Ozepckoro (2010) st mpensiarato pesyabraThl peaanusaiun
MOJIMBAPUAHTHON TIPOTPAMMBI <«ITOITYJISIITUOHHOTO OHTOTEHE3a» Ha BCEX aTarax
PasBUTHS OINpPENeJUTh Kak <«MeTadeHOM» TomyJsiuu. Ecam cpaBHUBAIOTCS
[[CHOTOMYJISAIY OJIM3KUX B TAKCOHOMUYECKOM OTHOIIEHUH CHMIATPUIECKUX
BUJIOB, (POPMUPYIOIIUX JOKAJIBHBII TAKCOIIEH, TO B 00IIEM JIsT HIUX MOPQOIIPO-
CTPAHCTBE 9TO MO3BOJIUT BU3YATM3UPOBATh Pa3HOOOpasue Kak MeTaheHOMOB OT-
JIeJTbHBIX IIEHOMOTYJISIIUI, TaKk U MeTaheHOMa TaKColleHa B I1eJIOM, IIPUYeM Ha
Pa3HbIX aTaNaX MHANBUIYJILHOTO PA3BUTHA.

I1.B. O3epckuii UCIIOJIB30BAT B CBOEH KOHIIETIIIUU HUIIKM OHSATHE «9KOH>
(econe), ykasas, uto oH ObL1 panee npemiaoxer I. Xuryosom (Heatwole, 1989),
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KOTOPBII TTPUMEHUJ HTOT TEPMUH JIJISI XaPaKTEPUCTUKU «BUA WM KAKOTO-JIH-
60 KoMITOHEeHTa Bujia (KaK TO: CTa[iK JKU3HEHHOTO IIUKJIA, BO3PACTHOTO KJIACCa,
MOP(hBI WK TI0J1a), YIEHBI KOTOPOTO UMEIOT OJIUH W TOT K€ XapaKTep MCIOJb-
30BaHUS PECYPCOB M OIHU U T€ K€ HUIIEBBIEC XaPAKTEPUCTUKH, TIPU 3TOM OTJIH-
JasiCh OT JPYTUX TAKUX KOMIIOHEHTOB min BujioB» (Heatwole, 1989, p. 18; mur.
o Ozepckuii, 2006, c. 5). Caenyer corsmacursest ¢ I1.B. Osepckum, uto Tepmun
HKOH MOKHO HCIIOJIb30BATH HE TOJBKO JIJISI BUJIOB, HO U TJIABHBIM 00Pa3oM JJist
XapaKTEePUCTUKHU CTPYKTYPUPOBAHHOCTU M PpazHooGpasus nonysaiuu. [To cytu
«3KOHBI» cOOTBeTCTBYIOT TOI min uuoit CDI (cM. Boime). B Takoit TpakTOBKE
JIaHHOE TIOHSITHE HA YPOBHE HOIYJISIIIUN CXOJHO ¥ ¢ TOoHsITHEM «OnoTuiy B.JL.
Noranncena (Johannsen, 1909, 1926), 1.e. BHyTpuBUI0BOii (00BIYHO BHYTPUIIO-
IyJIIMOHHOMN ) IPYIIIOil HaCeCTBEHHO OM3KIX 0cobeil co cXoAHOMI (husnoo-
TUYecKoi 1/Man Mopho@yHKIIMOHAIBHON peakiinell Ha OJHU U Te ke (paKTOPbI
CPEZIbl B OTJIMYME OT APYTHX MOXOOHBIX rpytii. OmHaKo, XOTs GHOTHIT HCXOIHO
U He GBI IIPSIMO CBsI3aH ¢ XapaKTEPUCTUKON CXOACTBA HUII MPEACTABJISIONIIX
ero ocobeii, Ho 3TO CofiepKaHNEe KOCBEHHO BBITEKAECT U3 ONPEAE/ICHUs TePMHU-
Ha. [Toatomy «akoH» XuTyoma B MOpHOOU3NOTOTUIECKOM OTHONIECHWH TTOUTH
CUHOHUMWYEH «OuoTHITy»> VoraHHCEHA U TOKE MIPUTOJEH JIJIST XapaKTePUCTHKI
BHYTPUIIOIYIAUOHHOIO MOPMODYHKIIMOHAILHOIO pasHoobpasus. Hapsay c
6UOTHTIOM TIOI00HBIE CBOIICTBA PACIIPOCTPAHSIOTCS U HA «9KOTHUIT» B UCXOIHOM
nounmMannu I. Typeccona (Turesson, 1922), koTopsiii Takke OJIU30K MO COEP-
JKAHUIO K TIOHATHIO «3KOH». B TO e BpeMs npuMeHeHre TePMUHA «dKOH»> IS
TPYIIIIBI BUAOB CO CXOMHOM aKOJIOTHYecKOH (hyHKIIMEH, Kak mosarai [ XuTtyor,
He MPe/ICTaBISAETCS MHE TIePCIEeKTUBHBIM, IIOCKOJIbKY TOHATHE TAaKCOIIEH JIyylle
OTpa’kaeT CyTb 3TOTO ABJIeHU. VITaK, /g XapaKTePUCTUKU Ha BHYTPHUIIOIYJIS-
LIIOHHOM ypPOBHE CTPYKTypHO-(byHKInoHanbHoi rpymmnsl (CDI) ocobeii Buga
€O cXOHBIMU MOP(HODYHKIIMOHATLHON Peakineil h 9K0JIOTUYeCKON HUIIEeH 10-
TEHIMATBEHO TIPUEMIEMBI TEPMUHBI GHOTHTI, SKOTHIT U 9KOH, 2 Ha I[EHOTHIECKOM
— 9KOH M TaKCOIICH, T.e. 9KOH MOXKeT MMeTb /[Ba aclieKTa (JiBe UIIOCTacH) Mpu-
MEHEHMSL.

Pasinunst MeXKIy MOHSTHAMEI OUOTHIT U 9KOTHII CBOJASATCS K TOMY, 4TO GHO-
THII B GOJIbIIEH cTerneHn 00yCIOBIEH CBOUME HACJIEACTBEHHBIMI 0COOEHHOCTSI-
MU, TPUBOJASIIMMHU K OIPEeIEHHBIM (DU3MOJIOTHYECKON U MOPGOIOrHIeCKOM
PEAKIUAM, SBJISIONIUMUCS aTpUOYTOM JaHHOU Tpymibl (dheHoMoB. TloHsTHE
SKOTHUIl OTPAKAET MPOSIBJIEHUE 00Iel XapaKTepHO#l HACJEeICTBEHHO 00YCJIOB-
JieHHOW Momburamu Mopgoreresa (MOphHOTeHETUYECKONW PEAKITIH ) TPYIIIIDI
ocobeii ((heHOMOB), ABJIAIONUXCS [PEACTABUTENSIMUA OJHOIO BUJA, HO Pa3BuU-
BAIONIMXCS B 9KCTPEMAJIbHBIX [IJIs1 Hero ycaoBusax cpezbl. I. Typeccon mpemmno-
Jlaraji, YT0 SKOTUI MOKET OBbITh TPECTABICH HECKOJbKUMU ONPEAETeHHBIMU
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6uotunamu. B HacTosIee BpeMst 10/ 9KOTUIIOM HHOT/IA TIOHUMAOT HOITYJISIIIHIO
WJIN 4acTh TOIMYJISAIUN TMUPOKO PACTIPOCTPAHEHHOTO BU/IA, aJAITHPOBAHHYIO K
MECTHBIM YCJIOBUsIM 0OuTaHust 1wiin KoHkpetHomy Guotorty (Turrill, 1946; Oy,
1986). Tepmunbl OMOTHUII U DKOTHUII B HACTOSIIEE BPEMs UCIOJIb3YIOTCA PEIKO,
HO Ha MOl B3TJIsi/l OTEHIMAIBHO O0JIAIAl0T OTEPAIIMOHATIBHOCTBIO U HOCSIT HE
TOJIBKO MCTOpUdeckuii xapakrep. MopMupoBaHue B OHTOTEHE3€e KaK OHMOTHIIA,
TaK U 9KOTHUIIA COITPOBOKIAETCS IPOSIBIIEHNEM U3MEHEHU CTPYKTYPbI, (HDOPMbI 1
pazmepoB MepOHOB (MOPMOCTPYKTYP) KOHKPeTHbIX (peHoMOB. COOTBETCTBEHHO
y HUX BMECTE C OIIpe/leJIeHHON U3MEeHYUBOCTHIO (DEHOMOB MPOSIBJISIIOTCS CIIell-
nduyHbIe CBONCTBA MX UHAMBUYATBHBIX IKOJTOTHUECKUX HUIIL, & TAKIKE BBIITOJI-
HSIEMBIX IMU BHY TPUIIOINYISIIIHIOHHBIX U TIEHOTUYECKUX (DYHKITHI.

Ormerum Takske, uto I. Typeccon nipesiosknsr TepMuH 9KOBH/L (€cospecies),
KOTOPBIN He GBI TO//IEPKaH COBPEMEHHNKAMHU B OTJIMYME OT TEPMUHA HKOTHII,
HO MOYKeT OBITh KpaifHe MoJie3eH B HACTOSIIIEE BPEMS B CIyUYastX OTUCAHS Obl-
CTPOro cuMIarpudeckoro (GopmoobpasoBaHust Ha npuMmepe (BIoKoB (IIyYKOB
«3KOBUI0B> ). DJIOKY «9KOBUIOB» U3BeCcTHbI y ycadell (Labiobarbus) w nuxin-
JoBbIX P B Bennknux Adpukanckux ozepax (Mina et al., 1996a,b, 2001; Mumna,
2001, 2011; Reig et al., 1998; de Graaf et al., 2008, 2010), a Takxe y rasarma-
roccKuX BuioB (=3KoBUI0B?) JlapBUHOBBIX BbIOPKOB (JIak, 1949; Skinner et al.,
2014).

TepMuH «9KOH» He MPUBSA3aH K MePAPXUN HAZIOPTAHU3MEHHBIX CHCTEM U B
5TOM YHHUBEPCAIHLHOM CMBICJIE TAK/KE MOKET ObITh KpaliHe BaskeH u 1moJsie3er. OH
OTHOBPEMEHHO MOKET PACCMATPUBATHCS B KAUECTBE DIEMEHTAPHOI IPYIITIOBOI
HUIK (=CyOHUINN), UMEIOLIel ONpPeAeNeHHYI0 9KOMOP(OIOrMIecKyi0 BbIpa-
JKEHHOCTD JIJIst 0cOO€eH IAaHHOH BHY TPUBHUIOBOI (BHY TPUTIONYJIATIMOHHOI ) TPYII-
bl (Osepckuii, 20106, 2015) 1 Kak CTPYKTYpHO-(PYHKIMOHAIBHBINA 2JI€MEHT
opranuzaruu 1enosa (takcorena). Hapsany ¢ skonom I1.B. Oszepckuit (2014)
TaK’Ke MPeJJIOKU TEPMUH «IIEHOIKOH»: <I[€HOAKOHBI — IOZIpasjie/IeHUs 1IeHO-
HOIMYJISIIAN, COCTABIEHHbIE 9KOJIOTHYECKU CXOAHBIMU JIPYT C JAPYTOM OCOOSIMU»
(c. 20). ABTOp TepMuHA TIpeHA3HAYAET €TO TPUMEHEHNE B TIEPBYIO OYEPEeh s
MOCTPOEHUST KOHCOPTUBHBIX CBSI3€l Ha MOTMYJISIIIMOHHOM ypoBHe. B Moem T0-
HUMaHWK [[CHOPKOH MPEACTABJISIETCS, O-BUAMMOMY, U30BITOUHBIM MTOHSATHEM U
YTOUHEHUEM, TIOCKOJIBKY CaM «dKOH» yrKe SIBJISIETCS OHOBPEMEHHO U «IIEHOIKO-
HOM». Peub ujietT 0 TOM, 4TO 9KOH MHTEPECEH MMEHHO TeM, UTO MTPECTABIISET CO-
6oit astemenTaphyto nmorparuutyto CDT, cylecTBYOINYIO B PEAIbHOM BPeMEH!
U IPOCTPAHCTBE MEKLY JABYMsI YPOBHSIMU OPTAHU3AIINH OMOCUCTEM — TIOITYJIsI-
IIUOHHBIM U TICHOTUYECKUM.

[To moum npezcrasienusiM, sxon (=CDI') aBisieTcst s11eMeHTOM IOy Jisi-
[UOHHO-T[EHOTHYECKIX B3aUMOJIEUCTBUI U BBICTYIIAET KaK 0co0ast aieMeHTap-
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Hasl eIMHKIIA TIEHOMOMYJISAIMA 1 COOOIIECTBA B OJHOM <«JIHIle». B cTpyKType
MOMYJISAIAN U coo0IecTBa (TaKCOIEHA) 9KOH 3aHUMAET OTPEIETIEHHOE MECTO,
BBINIOJIHSET OIpe/ieJIeHHbII HaOop (hYHKIMIL 1 IIPeACTaBAeH OCOOIMM, UMEIOIII-
MU CXOJIHBIE (DEHOMBI: 3TO HE BCE 0COOU TIEHOTIOIYJISIIIAHU, & TOJIBKO T€, KOTOPbIE
COOTBETCTBYIOT €€ IMOIYJISIIIMOHHO-IIEHOTUYECKOMY (DPATMEHTY, T.e. 9KOHY, BbI-
[OJIHSIONIEMY OIPEIEIeHHyI0 IIeHOTUYEeCKYI0O U OJHOBPEMEHHO BHYTPHUIIOIY-
JIIIUOHHYIO POJib. B 9TOM CMBbIC/Ie 9KOH SIBJISIETCST CBSIBYIONIUM 3BEHOM MEXK/IY
HEeHOTIONyJIATHell 1 coobiecTBOM. B TakoM GUHAPHOM TOJIKOBAHWM MbI CTpe-
MEMCS PACITUPUTD COJEPKAHUE TIOHSITUSI 9KOH HA JIBA YPOBHST OUOJIOTUYECKON
uepapxuy — TOIYJISIIUOHHBINA U IIeHOTUYEeCKUI: BHYTPH 1I€HOMOIY IS 9KOH
daktuuecku npossiserca kak CDI (=6uoruir), a Ha 1EHOTUYECKOM YPOBHE
— KaK YacTh BUJOBOTO KOMIIOHEHTA TaKCOIleHa (TIPOSIBIIASCH KAK «I[€HOIKOH»
O3zepckoro).

IKOH OTpPa’kaeT CTPYKTYPHO-(PYHKIINOHAIBHOE CXOJCTBO AAHHOM TPYIIIBI
ocobeii momyJisaiuy (IIEHOTIOY SN ), HO OJHU ¥ Te jKe 0cOOU Ha PasHBIX HTa-
Max OHTOTEHe3a W COOTBETCTBEHHO MOP(OTeHe3a MOTYT MPUHA/IJIEKATD PA3HBIM
HKOHAM U BBITIOJTHSTH pasHbie (YHKIMHU B coobiecTBe. Hampumep, ToJI0BaCTHKI
U BBIIIEAIE Tocjae MeTaMopdo3a JIATYIIKY TIPUHAJIEKAT K PA3HBIM AKOHAM,
BBITIOJIHSIOT Pa3Hble CHHIKOJIOTHYECKHE (DYHKITUN U IMEIOT CYTIECTBEHHBIE 0CO-
6enroctu DH. To ke caMoe MOKHO CKa3aTh O JIMYMHKAX M UMaro HaCEKOMbIX
(Osepckmnit, 2015). [Ipr 5TOM HCXOAHDI 9KOH BPEMEHHO MCUYE3a€T, HO Ha OCHOBE
TeX JKe CaMbIX ()eHOMOB BO3HUKAET HOBBII 9KOH. COOTBETCTBEHHO OJIMH U3 aJlb-
TEePHATUBHBIX ITyTell Pa3BUTHS, KOTOPBII TIpUBeN K (hOPMUPOBAHUIO UCXOIHOTO
9KOHA, a 3aTeM K IOSIBIIEHUIO HOBOTO, HA CJIEIYIOIEM JTalle OHTOreHe3a Peain3y-
ercst B hopMe IPYTIBI TIOXO0KUX (PEHOMOB, UMEIOTIUX OOIINI CXOHBIN (heHOTHIIL.
[Tpu pazmuoxennu, 6aarogaps heHOMeHY TpaHCTeHEePAIHOHHOTO TIUTEeHeTHYe-
CKOTO HACJIeOBAHUS, ITOT IIYTh PA3BUTHUS, BEAYIIUN K JaHHOMY (DEHOTHITY, B
TOU WJIM WHOW CTEIIeHN COXPAHUTCS B dITUTEHETUYECKO CICTeMe TOMYJISINN U
CMOKET BHOBb OCYIIECTBUTHCS U TUPAKUPOBATHCS TIPU CUTYAIIMOHHOM TIOBTO-
pPEeHUN YCJIOBUI.

I1.B. Osepckuit (2015) TPeanoKuI B TaKWX CAYYasgxX BBIAETATH CyOHN-
W, KOTOPBbIE OH MOJPA3/eJIU Ha OHTOTEHeTHYeCKHe (TeMWHWINN) W IOJU-
Mopduueckne (MopdoHuI). B mocaegHeM ciydae OH BBIAETHI CYOHUIIN
«MOIMMOPGhUIECKUE B Y3KOM CMbICTIe» U muagokcudeckue. [Ipu atom enomen
MOJIMMOPGU3MA TPAKTYETCS UM ITUPE, YeM B COOTBETCTBUU C TPAJAUITMOHHBIM
omnpejeserreM reneTrukos (cM., Hapumep, Ford, 1940), u Bxiovaer noaude-
Hu3M (Maiip, 1968) — mommopdu3am Kak MOAUGMUKAITMOHHYIO U3BMEHYMBOCTD, &
TaK’Ke CJIEACTBU OPOroBbiX ahderToB pazsutusd. [lox Mmopdonutieii B yakom
HNOHUMAHWK OH ITOHUMAET CYOHUIITY, TTPUHAJIEKAILYO [TPEICTABUTEISIM OTHON
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u Toii sxe MOpdsbI (heHOTUTMUECKN TUCKPETHOIH (HOPMBI B IIUPOKOM TOJIKOBA-
HUM B cocTase rnoaumMopguoi nomyssmnun ). [pyrumu cnosamu, 11.B. Ozepcknii
MopdoHHuIIel HasbiBaeT He OTpaskeHne MOphOGYHKIMOHAIBHBIX 0COGEHHOCTEN
camMux (peHOMOB — TIpe/icTaBuTesNel JaHHOH MOPGBI B MOP(OIIPOCTPAHCTBE, KaK
ATO /leJiaeM MbI (CM. HUXKE), a CXOAHYI0 9KOJIOrndeckyto ((yHKITMOHAIBHYIO)
HUIILY, KOTOPYIO KMEIOT 0c0OU KOHKPETHOI MOpGbI ((heHoTHIIa).

O6pariaro BHIMaHUE Ha TO, YTO TaKOE COJEPKaHUe TePMUHA MOPGhOHUIIA
JIUTIH OTYACTH COTJIACYETCS C MOWMM TPE/ICTABICHUSIMU, HO BCE XK€ YaCTHYHO
nepekpbiBaeTcs ¢ HUMH. [lockoJbKy B mpeiaraeMoil MHON KOHIIETIITUN TTOHST-
THE MOP@OHUULA NTPAET KITIOYEBYIO U OMPEENSIONIYI0 POJIb, B TaJIbHEUIIIEM Mbl
BHOBbB K 3TOMY BEPHEMCsI U TIO[POOHO 0OCYANM COJIepP/KaHIe TEPMUHA U €TO MTPHU-
MeHEHWE B 9BOJIOIIMOHHOM 9KOJIOTUN W TEOPUH IKOJIOTHUECKON HUTITH.

ITo npexncrasienusim I1.B. Ozepckoro (2015), quagokcudeckue cyOHUIIN
XapakTepusyoT moauMopdubie (HEHOTUIHYECKUE COCTOSIHUS, BO3HUKAIOIIME
[IOCJIe/IOBATENILHO HA PA3HBIX OHTOTEHETUYECKUX ITAIIAX WJIU B PA3HBIX MOKOJIE-
HUSIX TIPU CJIOKHBIX JKM3HEHHBIX IIMKJIaX. B momnosiHenne on BBOAUT HOzpasjie-
JieHue reMuHUIT U MopdonwuI Ha obmratHbie u hakyasraruBabie (O3epcKui,
2015). MOKHO cUnTaTh, YTO JAAHHAS KJIacCudUKAIUA CyOHUII CYIIECTBEHHO 10~
MIOJTHSIET TIPEICTABIEHUS O CTPYKTYpe D H.

BosmoskHO 0cobu, hopMUPYIOIIIE COOTBETCTBYIONUI 9KOH, UMEIOT CXO/I-
HYIO cuHaKosornyeckyio cyorumry (em. Osepckuii, 2015), HO B pasBUTHITHOM
OTHOIIEHUH OTHOCSTCS K OMPEIETCHHOMY JMUTEHETHIECKOMY CYOKPEOLy, Mojt
KOTOPBIM $I TOHMMAIO OJINH W3 BO3MOKHBIX aJIETEPHATUBHBIX BAPUAHTOB TJIaBHO-
ro 1y Ty passuThst ocobu (Buaa) — «kpeopar (o K.X. Yoxauurrony (Wadding-
ton, 1942a; Youmuarron, 1947, 1964)). Kpeox u cyOKpeoibl 3aperyiupoBaHbl
CUCTEMON AMUTEHETHUECKUX TTOPOTOBBIX OTPAHMUEHUH, PEKYPCUBHO 3a/1al0TEN
BeCh Beep A0IyCTUMBIX TToanporpamm passutust (Bacuabes, 1988, 2005, 2009a).
OraenbHbIi CyOKPEO/T TIPUBOAUT K (DOPMUPOBAHUIO CXOHBIX MEKILY COOOMU MH-
JIMBUYaJTbHBIX (DEHOMOB U SIBJISETCS OTHUM M3 BO3MOKHBIX ITyTell peaausainuu
eIMHOM MOJMBAPUAHTHON IIPOrpaMMbl Pa3BUTUsI OCOOEH HOMYISINN — <IIOILY-
JISIIIUOHHOTO OHTOTeHe3a» (cM. Bbitiie). Ecii Mbl paccmarpuBaeM akon kak COT
n GMOTHIL, TO Bce 0COOM JJAHHOI IPYIIIbI, T.e. OJIM3KKe B HACIEACTBEHHOM OT-
HOIIEHUU U TIPOSIBJISAIONINE OJUHAKOBBIE (hu3noIornieckue u Mopdorerernye-
CKUe PeaKIuu Ha olpefiesieHHbie ycaoBus (hakTop/dakTopsl) Cpelbl, UMEIOT He
TOJIBKO CXOJ[HBIE CBOIICTBA TEHOMA U AIIUT€HOMA, HO U ONpPeieIeH bl (heHoTHI
— CXO/IHYI0 (PEHOTUITNYECKYTO PEAKITHIO.

TaxkuMm 06pa3oM, (HEHOTHUT KaK KITACC CXOAHBIX (PEHOMOB Ha OTPEIETECHHOM
aTare OHTOTEeHe3a XapaKTepu3yeT 0cobeil, COCTABIISIIONINX OPE/IeTEHHbIN IKOH.
[TOCKOJIBKY B TIEHOTIOMYJISIIIAN MOKET OBITH HECKOJIBKO XapaKTepPHBIX (Hanboiee
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BEPOSTHBIX) (PEHOTUTIOB WU B MOP(MODYHKITMOHATHHOM OTHONIEHUU — KO-
HOB, TO TIOHATHE MeTa(heHOTUN MOy sud, npenioxernroe padee I1.B. Ozep-
ckum (2010a), B IPUHATOM HAMU TOJIKOBAHWHM OKa3bIBAETCS KPaiiHe 10JIe3HbIM
U oTeparmoHaIbHbIM. /leficTBUTENbHO, MeTa(heHOTHTT XapaKTepU3yeT CUCTEMY
3a/IaHHBIX IMUTEHETUYECKUM JIaHNMIA(TOM TOIYJISIIUN KJIACCOB CXOHBIX (e-
HOMOB — (DEHOTHUIIOB. DMUTeHeTUUECKasd CUCTEMA 1IEHOTOIYJISIINHT, 3a/1a10111ast
BO3MOXKHOCTb PEAJIN3AIUN OIIPe/IeIEHHOTO MHOKECTBA SKOHOB U COOTBETCTBY-
10X UM (HEHOTUIIOB, UCTOPUYECKU JJIUTENbHO ILIUdyeTcss 0TO0poM. DTO 1o-
3BOJISAET [EHOMOTYJISAIUSAM OCYIIECTBIATH 0OPATHYIO CBI3b YepPe3 9KOHbI MEK/LY
HOMYJISITMOHHBIM M [[EHOTUYECKUM YPOBHSIMU OHOJIOTHYECKOM OpTaHu3aIlii.
Kak ysxe oT™Meuanocs, 711 BCETO TUANTa30Ha BO3PACTHBIX CTAJIMIT PA3BUTHS TEP-
MUHOJIOTHYECKH MPABUIIbHEE OBLIO ObI NCITOIB30BATH TEPMUH «MeTaGeHOM> Tie-
HomomyJstiun. OHako 6oJiee omeparnoHaIbHBIMUA CBOHCTBAMHU 10 CPAaBHEHHUTO
¢ HUM 00OJIaJIaeT TIOHATHE «MeTa(hEeHOTHUTI», TTOCKOJIBbKY B PEATBHOCTH OOBIYHO
WCIIOJIB3YIOT [Tl CPAaBHEHUN HE BCE CTAUN Pa3BUTHUST (DEHOMA, & TOJBKO OJTHY
NN ABE C ONpeIeJIEHHBIM Y3KUM BO3PACTHBIM MHTEPBAJIOM, YTO aCCOITMUPYETCSI
He ¢ (heHOMOM, a ¢ KITaCCOM CXOIHBIX (hDeHOMOB OIpe/IeIEHHOTO Bo3pacta — (he-
HOTHUIIOM.

OHI/IpaﬂCb Ha OITBIT MHOTOJIETHUX I/ICC]IeI[OBaHI/IfI N3MCHUYNBOCTU JKUBOTHBIX
U PaCTEHUI, XOPOIIIO OT/Aal0 cebe OTYET B TOM, 4TO TOUTH BCe (DeHOMBI 10 OOJIb-
[IOMY CYETY B TOU MJIN MHOU CTEIeHN YHUKATIbHbBI U HEMOBTOPUMBI. DeHOTHITHI
KaK KJIACChI CXO/IHBIX (PEHOMOB 110 9TOU IIPUYKMHE UMEIOT BeECbMa MIMPOKUE KPU-
TEPpUU ollpeaeieHnA CXOACTBa. B atom cmbicae OCO6I/I, OTHOCUMbBIE K TOMY WJIN
UHOMY (PYHKIIMOHAJIBHOMY 9KOHY, CKOPee BCEero, MOTYT PeaJbHO COCTOSITh U3
HECKOJIbKUX TaKUX OJUBKUX (DEHOTUTIOB, OOBEAUHAIONINX COTHU JIUIIh CJErka
Pa3IMYNMbIX (EHOMOB, 1 B CTPOTOM CMBICJIE CJIOBA MOTYT IIPUHA/IJIEKATD HE OJ1-
HOMY, 2 HECKOJIBKUM OJIM3KUM OMOTUTIAM /9KOTHIIaM. PaccMoTpeHHast BbIlie He-
CKOJIBKO YIIPOIIEHHAs CUCTEMA B3AUMOCBSI3AaHHBIX MOHATUI: (heHOM, (heHOTHII,
9KOH, OMOTHUTI/IKOTHIT ¥ CYOHUINA, ¢ OHOI CTOPOHDI, U MeTaheHOTHTI, MeTade-
HOM, TIOMYJISIIUOHHBIN OHTOTEHE3 W SNMUTeHeTHYeCKH JTaHAIIapT MOy JISINH,
C JIPYroii, MpeJCTaBJIsieTcsl MHE TEOPETHYECKH OIPaBAaHHOM, 000CHOBAaHHOM U
MOJIE3HOH TP TAJIbHENTIIEM PACCMOTPEHNH KOHIIETIIINY MOP(hOHUTITH.
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MOonu(UKAMN U ONITUMAJbHBIN (PeHOTHTT

B mociiesHme TO/IbI T0Ka3aHa BO3MOKHOCTD OBICTPBIX MACCOBBIX SITUTEHE-
TUYECKUX CTpecc-UHIYyITMPOBaHHBIX ndMeHernii (Metusmposanne JJHK u/mmm
HU3MEHEHME JTOKATU3AINN MOOUITBHBIX 9JIEMEHTOB F€HOMA), CBSIBAHHBIX ¢ MOP(hO-
TeHETUYECKUMHU TIEPECTPONKAMU, M UX JTATbHENIIIEro TPAHCTEHEPAITMOHHOTO Ha-
CJIeIOBAHIsI, KOTOPOE MOKET (PUKCUPOBATHCS OTOOPOM U TPUBECTU K OBICTPHIM
MUKPOIBOIOLUOHHBIM u3MeHenussM (Duncan et al., 2014; Burggren, 2016;
Boskovi, Rando, 2018; Donelan et al., 2020). ITostomy mportecc OBICTPHIX MUKPO-
DBOJIIOIIMOHHBIX U3MEHEHUN MOKET IIPOUCXOJUTD B UCTOPUYECKUE, A HE TOIHKO
B Teosiornveckue orpe3ku spemenn (Bacuibes, Bompinakos, 1994; Thompson,
1998; Palkovacs, Hendry, 2010; Alberti, 2015; Bacuibes u ap., 20166,8).

B Takux ciryyasix morbITKa BBISIBUTh TEHOMHBIE TIEPECTPOUKI METOIAMU, UC-
[I0JIb3yeMbIMU [17s1 (prstoreorpadyeckiX Wik GUIoreHeTUYeCKUX UCCae0Ba-
HUI, TPEJCTABIISIETCS] MAJIOIPOYKTHBHOM, TIOCKOJIBKY JI7IsT (DUKCAIIUN OMIOOK
B HYKJICOTHHBIX TOCJIEI0BATEIBHOCTSX, HAKAMJIUBAIONIIXCS ITOCJAE BO3HUK-
HOBEHUS TOW WM WHOM (HOPMBI GHOTOTUYECKO U3O0JSINHN, TPEGYETCs BpeMst
Ha TIOPSIIKY BEJIWYNH GOJIbIIee, YeM MPU STUTEHETUYECKUX (QYHKITMOHATBHBIX
nepecTpoiikax remoma. TeM He MeHee MEPECTPONKH MUTEHETUIECKUX TTPOhU-
Jieit ObLTH 0OHAPYKeHbI Y rajianarocckux JlapBUHOBBIX BbIOPKOB (Skinner et
al., 2014), y KOTOPBIX 32 OTHOCUTEIbHO KOPOTKUI 1O 9BOJIOIMOHHBIM MEPKaM
CPOK OCYIIECTBUJIACH UTEPATUBHAS KODBOJIIOIMOHHAS TUBEPTEHITUS OCTPOBHBIX
9KOBUIOB. AHAJIOTMYHOE, elie Gosiee OBICTPOE CTAHOBJICHUE CHMIIATPUYECKUX
9KOBU0B PbIb U3 (uioka appukanckux gabuodbapoycos (de Graaf et al., 2007,
2010) ocyrmecTBUIOCH TIPUOIU3UTENBHO B TedeHne mocaenaux15 000—17 000
JIET U TIPOJIOJIKAETCST B Hallle BpeMst. B ajibHeliieM Mbl BepHEMCST K 00CyK/Ie-
Hulo aToro heHoMeHa B riase 11.

IBOJIOIMOHHbBIE COOBITHUST, COMPSKEHHBIE € TIEPECTPOIKON MopdoreHesa u
YCTONYMBBIM TPAHCTEHEPAIIMOHHO HACIENYIOMNMCS U3MeHeHeM (PeHOMOB, ITPO-
UCXOIAT 3HAYUTEJBHO PaHbIIle, YeM OHU 3a(DUKCUPYIOTCS TEHOMOM B (hOpMe ero
HYKJICOTH/THOM TIOC/IEI0OBATENLHOCTH, TI0 CBOCOOPA3UIO KOTOPOil CY/AT O BpEeMEHU
U TIOPsI/IKE JIMBEPreHIMU (POPM, HA3bIBAsT 9TO T€HETUYECKOH MN (prieTHaecKoit
aBosrorueil. Ha camMoMm jieJie aTo JIeTOUCh COOBITHT, CBA3AHHBIX C MTPEKPAIEHH-
€M TEHETHYECKUX CKPENUBAHUIT, OTPAsKAIONINX BPEMST GHOMOTIIECKON M3O0ISATIH.
3a BechbMa IMPOOKUTETBHOE BPEMST MOTYT HAKOIHMTBCS METKH TTPOU3OIIEAINX
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W3MEHEeHWH MCXOAHON HYKJIEOTHIHOW TOCJeI0BaTeIbHOCT (B OCHOBHOM HeEH-
TpasibHble «SNP» 1 [pyrue Menkue <«OmuOKu»). ITU MOJEKYJISIPHO-TEHETH-
YecKre M3MEHEHUS eCTh CJIE/ICTBUS, a He PUYMHA 9BOJIOIIMOHHBIX N3MEHEHU
(em. HIumkun, 2006, 2012). IBosronus MaTepUAIN3yeTCs B IIEJTOCTHBIX Pa3BU-
TUIHBIX CUCTEMAX HAa OCHOBE CHHTE3MPOBAHUS U (DUKCAIMU 32 CIET TBOPUYECKOTO
€CTECTBEHHOTO 0TOOPA SMUTEHETHIECKIX M3MEHEeHHH (TTPOMIIN METUIMPOBAHUS
JTHK, MOOUJIbHBIE JIEMEHTBI FeHOMA U JIP. ), 00YCIOBIUBAIONIUX OBICTPbIE TPAHC-
reHepaloHHo HacjaeayeMmble usMenennst mopdorenesa (Jablonka, Raz, 2009;
Burggren, 2016; Boskovi, Rando, 2018) 1 ero mocTosHyio moACTPOIKY oA Tpe-
6oBaHMst A0MOTHYECKON U TIOTYJISIIMOHHO-TIEHOTHIECKOH CPEJIBL.

Panee C.C. IBapr (1968) Beickazan uzeto ontuManbHoro (eroruna. CyTth
ee CBOJIUTCS K TOMY, YTO ONTHMaJsieH (heHOTHTI, OOMAIAIoNuUil B JTAHHBIX YCJIO-
BUSIX M30BITKOM HHEPTHM 34 CYET CBOMX TKAHEBBIX U MOPHODOU3NOTOrHYecKxX
KOHCTPYKTHBHBIX 0OCOOEHHOCTEH, T.€. OH YCTPOEH TaK, 4TO 3aTPAUNBAET HA MOJIED-
JKaHVE JKU3HEAEATEIbHOCTH CYIECTBEHHO MEHBIIYIO JIOJTI0 OT COOCTBEHHBIX BO3-
MOKHOCTEN 9HEepreTu4eckoro Gropkera, yeM apyrue. O6/aas B 1eIoM OOJIbITIM
Gromkerom Bpemenn-sueprun (Ashkenasie, Safriel, 1979; Toabauk, 1982; Kps-
sxuMmcknit, 1988, 1998), takoii opranusM crocoOeH MOTPATUTh €ro U Ha UTPOBYIO
JIESITEJTBHOCTD, U HA PA3MHOKEHHE, U Ha CPE00OPa3yOILYI0 aKTUBHOCTD U JIP.

®.B. Kpsorumvckuii (1998) mokasas, 4to OI0/KET BpeMEHU-9HEPTUH, [TPU-
XOJSAIIUICS B €IMHUILY BPEMEHHU, HE MOKET ObITh COXPAaHEH WJIM OTCPOYEH U
JIOJIKeH ObITh 00s13aTesIbHO noTpadeH. [Tpu oTCyTCTBUH HEOOXOAUMOCTH BBIIOJI-
HEHUs OJTHON U3 BO3MOKHBIX (DOPM 9HEPro3aTPATHON A€ATeTbHOCTU OPTAHI3M
006513aTeJILHO I0JKEH BBITIOJHUTD B 9TOT MOMEHT OJIHY U3 APYruX (hOPM aKTUB-
HOCTH, 4TOObI He BO3HWKJIU SHEPreTUYecKuil u36bIToK U meperpes. OpraHusm
¢ M30BITKOM SHEPIUU MOXKET TIOTPATUTH €T0 HA POCT, PA3MHOKEHUE, 3aMacaHue
9HEPTeTUYEeCKOTO pe3epBa BIPOK (TJINKOTEH, JKIP, MbITIIEYHas Macca ), Ha [OT0JI-
HUTEJBHOE MEPEBIKEHNE U OMCK KOPMa, UTPOBYIO U CPe006PasyIoNIyIo es-
TEJIbHOCTD WJTH COTTATbHBIE KOH(ITITKTHI.

Ob6aiast ONTUMATBHBIM WM OIM3KUM K HeMy (GeHOTUTIOM, (heHOM 0coOM
OyJeT UMETh sIBHbIE [TPEMMYIIECTBA [IPU BBIIOJTHEHUN PEMPOAYKTUBHON (YyHK-
[, U 0TOOP JOJIKEH MOAJIEPKUBATE UMEHHO TakuX 0coOeil. COOTBETCTBEHHO
cyOKpeo, BeAyUil K ONTUMATbHOMY Ha JaHHBIH MOMEHT BpeMeHU (DeHOTHITY,
OylIeT 3aKPEIUIATHCS B SMUTEHETHUECKOM JIaHadTe MOMyJISIUN KaK yCIel-
HBIU JIJIs1 IaHHBIX YCJIOBUE BapuaHT pa3Buthst. OcoOU ¢ HEOTTUMAIBHBIM JIJIsT
JIAHHOU CUTYaI[IK 9HEPro3aTPaTHBIM (DEHOTUIIOM TaKKe Oy T PEaTn30BbIBATh-
Cs1 € 3aJ[aHHOI BEPOSTHOCTBIO M CYIIECTBOBATD (eC/M ClIoCOOHBI BbIKUTH). O
HAKO B [IPyTHe MOMEHTHI BPEMEHU TaKOI IyTh Pa3BUTH B BUle MOAU(PUKAIIIT
MOJKET OKa3aThCsI OJIE3HBIM U BOCTPEOOBAHHBIM, ITOCTEMIEHHO CTaB «OITHMAJIb-
HBIM» B HOBOH U3MEHEHHOU cpejie.
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Hamnomuum, yro Buepsbie nougaTre Moaudukanms Obio mpeaioxkeno K.
Hosrenn (Nageli, 1865; rut. o Ouiumuenko, 1978) u TpakroBaioch Kak HeHa-
caenyeMast urykryanus pasBuTHs. [[oCcKoJbKY OHM U Te Xe MOAuMUKAINN
OJITHOBPEMEHHO TPOSIBJISIIOTCS] Y PAa3HBIX 0COO€EH, UTO COOTBETCTBYET TOHSITHIO
oripe/iesieHHast U3MeHYNBOCTh, BBegennomy Y. /lapsunom (Darwin, 1859; ur.
o [lapsun, 1937), a Tak:ke HEOHOKPATHO BO3HUKAIOT B Upejie TIOKOJIEHUH TTpn
OTIpe/IeJIEHHO KOHCTEJUJISIIIUN YCJIOBUI CPelbl, MOKHO 3aKJIIOYUTh, YTO OHU
YCTOWYUBO BOCITPOM3BOASITCS, T.€. TPEACTABISIOT cOO0I HacemyeMbie MOPhO-
reHeTHYecKue Peakiuy Ha Orpe/ieJieHHbIe CpeloBbie Bo3jeilicTBusa. Ha ato 06-
crositenbcTBO panee ykasbisas V.. lllmamnbraysen (1969), koTopsrii ucan, 4To
«yIKe cama OIpe/IeJIEHHOCTh PEaKIIUK BCeX 0COOEH TaHHOTO BUJIA Ha U3BECTHDIC
n3MeHeHUs B (DaKTOpax BHEIIHEH cpelbl MOKA3bIBAET, YTO XaPAKTEP PEaKIIH
OTPEIETISIETCST CIIEUUUECKIMU 0COGEHHOCTSIME TAHHOTO OPTAHU3Ma, T.€. Ha-
CJIEZICTBEHHBIMH eTo cBoiicTBaMu. OpraHusM HHOH HacJ/e[ICTBEHHOI KOHCTHU-
Tyiuy pearupyer nHade. CriocoOHOCTD K OTPeIeJIeHHBIM PEAKI[UAM SIBJISIETCS
TAKUM 7K€ HACJIeACTBEHHBIM CBOMCTBOM, KaK U JII000I MHOM IIpusHakK ...» (c. 168).

Hacremyembrit KOMIIIEKC TIOTEHITUATBHBIX MOAMDIKAIIII TPENCTABISIET CO-
GOl HEeKMI «3arac TPOYHOCTH TIOMYJISIIIUU JAaHHOTO BUja, OOUTAIOIIEr0 B pery-
JISTPHO M3MEHSTIOIIXCST YCJIOBUSIX CPEJIBL: UeM OOJIBIIE B MOMYJISIIIHI MOKET OBITh
peam30BaHO PA3JINYHBIX MOAM(PUKAIINN PA3BUTHS VI PA3HBIX COCTOSTHU CPe/Ib
obuTaHUs, TEM BBINE YPOBEHDb €€ «3KOJOTMIecKoil besomacHoctny (Bacuiibes,
2005). Tepmun ycTONYUBOCTD PA3BUTHS 3/1ECH HE IPUMEHNM, ITOCKOJBKY cama 110
cebe MopUpUKAIKs — BO3SMOKHOCTh OTKJIOHUTHCS OT CTaOUIIBHOTO Ty TH MOP(O-
reresa. [Ipu 9TOM yCTOIYMBOCTD CaMOM MOIYJIILUK 00YCIOB/IeHA JTaOMIbHOCTHIO
ee PasBUTUIHON cucTeMbl — (DEHOTHITHYECKON MIaCTUYHOCTHIO, CIIOCOOHOCTHIO
BOCIIPOU3BO/IUTD B TIPOIECCE PA3BUTHUSI aJ€KBATHblE MOIM(MUKAIINU PA3BUTUS
(Pfennig et al., 2010). ITo cioam M.U. IImanbraysena (1969), «... cama crioco6-
HOCTb K TIPUCTIOCOOUTENHHBIM MOIMMDUKAIUAM CO3/AETCST TOIBKO B IIPOIECCe
€CTeCTBEHHOTO 0TGOpA HanboJIee BHITOHBIX [T OpraHu3Ma (hopM pearpoBaHUsT»
(c. 245). IToaTomy, BUAMMO, BCce MOAMMDHUKAIINN — KaK MOTEHI[HAIbHbIE, TAK 1 pea-
JIN30BAHHBIE, IBJISIOTCS BOSHUKITUMHE B ITPOIIIJIOM TTyTSIMU PAa3BUTHUSI, BELYTTIMU
K CyIIIECTBOBABIITNM paHee ONTUMAJILHBIM (heHOTHUTIAM, 2 UX peau3alius B (hpeHome
BO3MOJKHA B COOTBETCTBUW C MHBAPUAHTHBIMI BEPOSITHOCTSIMU, 33JIaHHBIMU HTTH-
TeHEeTHYECKIMU TTOPOTAMHU, XaPaKTEPHBIMHU JIJIsT STIUTEHETHUECKON CUCTEMBI (ATIH-
reHeTHYeCKOTO Janamadra) qannon nomyswiiun (Bacuabes, 2005, 2009).

Moaubukaiu Kak BapUaHThl MyTeil WHAWBUAYAJTbHOTO Pa3BUTHs 00Y-
CJIOBJIEHBI TTOPOTOBBIMU A heKTaMi PEKYPCUBHBIX MOJIIPOTPAMM, BKIIOYATO-
MIUXCs HA PAHHUX 9TANAX PA3BUTH B OTBET HA OIPEIEIeHHYI0 KOHCTEUISIINIO
WJIY TIOCJIEZI0BATEIBHOCTD CUTHATIOB-PEIU3EPOB, MOCTYHAIONINX OT CAOKIBIITNX-
ca yeanosuii cpeast (Bacuibes, Bacusbesa, 20096; Duncan et al., 2014; Donelan
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et al.,, 2020). Eciu ycinoBust 6yayT 6IarompusTHBIMUA W TUTTMIHBIME, TO 3aTTy-
cTUTCST OOBIYHBIN CyOKpPeo 1, OMU3KIIT K aKTyaJIbHOMY HOPMAJIbHOMY IyTH Pas-
BUTHS — KPEO/LY, U BEAYIIMH K OTHOMY U3 ONTUMAJIbHBIX (heHOTUTIOB. B ciydae
YKJIOHEHUsI OT OJIaTONPUSITHBIX YCJIOBUU OyeT peasim3oBaH JAPYroil BapUaHT
Pa3BUTHUSI, KOTOPBI HamboJiee ajleKBaTHO OTpakaeT 0COOEHHOCTH (DEeHOTHUIIA,
XapaKTEPHOTO JIJIST COCTOSTHUST CPEJIBI, yiKe HAOIOIABIIEroCst B MPOTLIOM. B us-
MEHEHHBIX YCIOBUSIX PU IIPOYUX CUTYAIMIX, T.€. IPH BO3HUKHOBEHUU HEOIIpe-
JIeJIEHHOCTU MOP(OTeHeTHYECKOTO PearnpoBaHusI, dITUTEHETHYECKAsT TIOPOrOBast
cHcTeMa pealusyeT IPOU3BOJIbHBIN CIydaiiHblil Beep myTeii passutus (Donelan
et al., 2020) u coorBeTCTBEHHO pasHbIX MOAUUKAIMI (HEHOMOB. 3a CYET HTOTO
M3MEHYUBOCTD B TIOMYJISIIUU PE3KO BO3PACTET U 0GECTIEYUT BO3MOKHOCTH BHIOO-
pa HanboJee MPUTOAHOTO — KOMIIPOMUCCHOTO — BapuaHTa MOAUGDUKAIIUY UITH
HECKOJBKUX MOIUMUKAIINI HA POJIb MOTEHIINATHHOTO ONTUMATBHOTO (DeHOTHIIA
B CJIOXKUBIIEHCS KOHCTEIAINN yCaoBUi. B ciydyae, Korza MaTepuHCKUN Op-
raHU3M MCIBITHIBAET MHOKECTBEHHBIN HEOTIPeIeJIeHHBII CUTHAJ TP OBICTPBIX
KosleGaHUsIX ¥ U3MEHEHUSAX YCJIOBHIT OKPYsKAfoIIeil cpeibl B JaHHBII MOMEHT
AHTPOIIOIEHA, Xa0C OTBETHBIX dSMOPUOHAIBHBIX MOP(POTEHETHUECKNUX PEAKITUI
HensbesxHo Bospactaet (Donelan et al., 2020). TTosTomy HectabuibHas cpea He
MO3BOJISIET 00ECEUnTh OOJIBIIMHCTBY OPTAHU3MOB a/I[EKBATHBIN BAPUAHT MOJIU-
(pukanuu mopdorenesa 3a cueT NepeKITOYEHNUS AMUTEHETHIECKOH cucTeMbl. Co-
OTBETCTBEHHO MTPW 3HAYUTETHHON TTPOJOHTAIINN CIOKUBIINUXCS YCIOBUIH CPe/Ibl
TBOpYECKUI 1porecc orbopa Oyaer crocob6CTBOBAaTh CTAHOBJIEHUIO CyOKpeo/ia,
BEJIYIIETO K HOBOMY ONTUMAJIbHOMY (DeHOTHILY, CTABIIIEMY OCHOBHBIM KPEOJIOM,
T.e. K HOBOM a[JallTUBHOI HOpMe. DTOT BEPOATHBIII MEXaHI3M B O0IIEM BUE pa-
nee npearai V.1, [Imansraysen (194006).

[Tockombky Kaxkzaast MoauMUKAIMS PAa3BUTH BEIET K OIPEIeIEHHOMY Xa-
paktepHomy denoruny — moauduranty (no onpexnenenuio M.U. [lImansray-
3eHa), KOTOPbIIl OTJIUYAETCS U OT HOPMATBLHOTO (6JIM3KOTO K ONTHMAIBHOMY)
denoTHMa, U OT APYTUX TOAOGHBIX MOAMMDUKAHTOB, TO, KAK MBI MOKEM 3aKJTIO-
YHUTh, PeaIN3yeTcs onpeieleHHast MOPGhOHUIIIA, B CHITY MOPHODYHKITMOHATBHO-
ro cBoeoOpasus obsanaiomast ocobentoin JH.

[TposiBnenre MoaruKaImii MPOUCXOJUT MACCOBO KaK olpeneseHHas de-
HoTumuaeckas (MopdoreHeTryecKkas) peakiiis Ha OIpe/eJIeHHbIN Habop cpejio-
BbIX (hakTOpoB. OJTHAKO IMOJTHOTO COOTBETCTBUS MPOILIBIX YCJIOBHH CPE/Ibl, TIPU
KOTOPBIX C(hOPMHUPOBATACEH U 3a(DUKCUPOBATIACH IaHHAS MOAM(DUKAITIS KaK 0CO-
Oblit BADMAHT Pa3BUTHsI, TEM YCIIOBHSIM, KOTOPbBIE CJIOKUJIMCH B JIAHHBII MOMEHT,
BEPOSITHO, HE MOJKET OBITh: OHU OY/yT HEMHOTO WJIM CYIIECTBEHHO OTJIMYATHCSL.
IToaTomy henombl, peasii30BaBIiiKe JAHHYIO MOAUMDUKAIIUIO — MOJAMDUKAHTDI,
OyLyT COOTBETCTBOBATD He ONMTUMAJBLHBIM, & B JIyUIIIeM CJIydae CyOOnTHMATbHBIM
(denorunam, T.e. He afaNTUBHBIM, a <«abanTuBHbIM» (110: Buron u ap., 1989a).
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IIMUTEHETUYECKAS IEPECTPOHKA MOP®DOIEHE3A

Eciv Bo3HUKIITIE HOBBIE YCIOBUS, BBI3BABIITHIE OMPEICTeHHYI0 MOAN(DUKAIINIO,
OyIyT MOBTOPSITHCS, MEXaHU3MbI €CTECTBEHHOTO 0TOOPA B COUETAHUU C TPAHC-
reHepaI[MOHHO HACJIE[YOIUMUCS STUTeHeTHuecKuMu uamenenusiMu (Jablonka,
Raz, 2009; Burggren, 2016) obeciieuar ee HEKOTOPYIO MEPECTPONKY B HAIIPaB-
JieHun (POPMUPOBAHUSA ONTUMAIBHOTO (DeHOTUITNYECKOTO COCTOSHUA. 3a cYeT
(buKcaluy IMUTEHETHYECKOrO KPeo/ia IPOU30MIET CTabnIn3alus pa3BuTHITHON
CHCTEMBI 17t 06eCTIeUeHUsT YCTOHUMBOTO BOCTIPOU3BEICHUS TAHHOM «yJIydIIIeH-
HOI» MOIU(UKAIINU B IAJIbHEUTIIEM.

[Tpu mocrnenyiomemM n3MeHEHUU YCJIOBUI CPE/IbI paHee CO3JAHHBIN OINTH-
MaJIbHBIH (PEHOTUIT TIepecTaHeT ObITh ONTUMATILHBIM U TIPOTIECC TTOBTOPUTCS Ha
OCHOBe Ipyroii Momudukarnuu. Ecau mpousoiizieT perans, Mpyu KOTOPOM TIpHU-
POJIHbIE YCIOBUST BO3BPATATCS B TIPEIKHEE COCTOSTHIE, TO BHOBB OyJI€T BOCTpe6o-
BaHa MPOIIJIAs «yJIydIIeHHasT» MOAU(UKAIIN, OTHAKO OHa yIKe OY/IeT HECKOIBKO
OTJINYATHCST OT UCXOTHOMN, BOSHUKINEH /10 ee «yIydIienuss. Takum 06pasoM, 1ist
JAHHOH MOJIEJI MOKHO 3aKJIIOUNUTh, YTO MOOUDPUKAUUU CAMU NOCTROSHHO MOOU-
Guyupyiomes Kak TUCKPETHBIE TTYTU Pa3BUTHS, (GOPMUPYIOIIHE OIpe/iesieHHbIE
MOP(OHUIITN ¥ COOTBETCTBYIOIINE WX HOCUTESIM dKOJIOTUIeckue Humu. /lan-
HBIIT MEXaHU3M COOTBETCTBYET 9BOJIOIMOHHOI rUmoTe3e « KpacHoii KopoJieBbl»
H. Sanpumxa u C. Tyama (Eldredge, Gould, 1972) B cooTBeTcTBUE € TIepcOHa-
skeM kuuru JI. Kappoua «Ajica B cTpate uygecs: IOCTOSHHO Oeryiieii, 4ToObl B
MU3MEHSIOMMXCS YCIOBUAX OCTABATHCS HA TOM K€ MECTe.

TMosiBieHye PasBUTUIHBIX HOBIIECTB 0OYCIOBIEHO CHHTE3UPOBAHUEM HO-
BBIX MOP(O30B MTPU KOMOUHUPOBAHUK BAPUAHTOB MMEIONINXC MOAU(DUKAII
pasButus u (hopMupoBanueM (JOBOAKON) HA UX OCHOBE HOBBIX ONTHUMAJIbHBIX
denorunos. ONTUMAIBHBIM (HDEHOTHUT JTOJIKEH CTATh He TOJIBKO JIJIS TOTLY JISIITHH,
K KOTOPO#1 OH TIPUHAJJIESKUT, HO U TSI IIEHO3a, KOTOPOMY OH HEOOXO/IUM KaK HO-
BBI (YIy4IIEHHBIN ) GMOMHCTPYMEHT, TIPUTOHBIN, HATIPUMED, /ST Y THI3AI[IH
TOTO WJIM WHOTO U3OBITOYHOTO Pecypca coobIecTna.

[Ipy HAMMYUW ABYX TOIYJISAIIMOHHO-TIEHOTHYECKUX COCTABJISIONINX OITH-
MaJIbHBIN (DEHOTUTT MOKET CTaTh OCHOBOM J/Is1 (DOPMUPOBAHUSI HOBOI «3KOMOP-
dbi> (ecomorph). B pambHeiiniem, mpu 0coboii Ba)KHOCTH ee JJIst COOOIIECTBa,
OHa OCBOUT U TOJIyYUT HOBBIE PECYPCHI — «IKOJIOTMIECKYIO Juter3uio» (1o B.O.
JleBUeHKO) 1 MOJKET cTaTh OCHOBOI (hOPMUPOBAHUS PA3BUTUITHON STIMTEHETHYE-
CKOI cucTeMbl GY/IYIIEro «aKoBuaa» (=ecospecies). 3aTeM Takoil 9KOBHJ uepes
MHO’KECTBO MOKOJIEHUH TIPH HAKOTICHUM MEJIKUX HEHTPATbHBIX ONMOOK B HYKJIe-
OTHUJIHBIX MTOCTE0BATEILHOCTSX, TIO3BOJIIONTNX (POPMATTbHO UBMEPUTD CTEIIEHb 1
BpEMsI JIMBEPTEHIINH, TIPEBPATUTCA B «(PUITETUUCCKUTIT> BUJI, UITH <9BOBU/I> (=€VO-
species) — TepMUH IPEJIOKEH MHO. B JaHHOM cirydae yMeCTHO ellie pa3 HalloM-
nuuth yrBepxaenue-adopusm C.C. llIBapia (1969): «...Bu/bI HE TOTOMY BUJIbI, 4TO
OHM He CKPEeINUBAIOTCS, 2 OHU TIOTOMY He CKPEIUBAIOTCS, YTO OHU BU/IbI» (c. 149).
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I'naBa 6
N3meHuynBoCTh, MOP(OCTPYKTYpa H
MOp(dOJOTUYECKHIl TPU3HAK

[TpencraBienus o MophONOTHIECKON HUIIE ONUPAIOTCST HA KOMILIEKC JIPY-
IUX TIOHSITUH ¥ TEPMUHOB, TI03TOMY TPeOYETCsl UX JIETATbHOE PACCMOTPEHUE €
HOBBIX MO3UIII, OMUPAIOIIUXCS HA COBPEMEHHbIe KOHIIENIUN U B3TJIS/bI, Pa3-
BUBaeMble B pamKax napagurm DT nu POC (cM. BbINIe), KOTOPBIE IPUXOAAT HA
cmeny CTO. OueBuaHO, 4TO IPK 9TOM HenzOesKeH MePEeCMOTP MHOTUX [TOHSTHIL.
[Tpu mepexo/ie kK HOBOI TTApaUTMe MHOTHE TPUBBIUHBIE TIOHATUSI MOTYT COXPa-
HUTBCS, HO TIPEIICTAHYT B HOBOM Bujie. MOXKHO I10JIaraTh, YTO IIJIbII PsII OT-
maroB CTO OyjieT U3MeHEH W COXPAHUT JIUIIb UCTOPUYECKOE 3HAYEHUE KaK
ATal pPa3BUTHS HAYKU. Takast JOMKa CTapbIX B3IJISIOB U BO3POKIEHNUE HA HOBOI
OCHOBE 0COGEHHO GOIE3HEHHA IS TIOKOJIEHUH YUeHBIX, chOPMUPOBABIITIXCST B
XX B., KOTZja B MUPOBO33PEHNHU TOMUHUPOBAJ «HeOAapBUHU3M»>. CII0KHO CO-
TJIAIATLCS € TEM, YTO «HEOJaMApPKU3M» 1 «HOMOTEHE3» 3aiMyT MHOTHe 00Ja-
CTHU, paHee TPUHAJIEKABIINE TOIBKO «HEOMAAPBUHU3MY», HO 9TO 00sI3aTEIHHO
MIPUJIETCS CeJIaTh MO IaBJIeHNEM OTKPBITHI MOCJIe/THETO BPEMEH! B MOJIEKY-
JISPHOU TeHeTHKe U smureHeTrke. [lepecMOTp TpasMIIMOHHBIX B3IJISIOB | T10-
HUMaHUe PeaJIbHOCTY UHBIX BELYIINX MEXAHU3MOB OBICTPOIT 9BOJIFOIIUH, YEM 3TO
MOHUMAJIOCH CTOPOHHUKAaMU TeHoTeHTprdeckoit CTI, HeoOXOMMM 7S Tiepeoc-
MBICTIEHUS €€ CKOPOCTell 1 MPOTHO3UPOBAHNUS BO3MOKHOCTEH BO3HUKHOBEHUS
PErnoHaNbHBIX U TI00abHOTO Guotienotnueckux kpusnucoB (PBK — RBC — Re-
gional biocenotic crises u TBK — GBC — Global biocenotic crisis). TToatomy,
[IPEKIE YEM PACCMATPUBATDH MOHSATHE MOP(OHUIIA, HAYHEM C [IPE/ICTABIEHIH 00
M3MEHYUBOCTH, MOP(OJIOTUYECKOM IPU3HAKE U MOP(OCTPYKTYPE.

W3MeHYMBOCTD — HEOMUHAKOBOCTb OIPEEeJIEHHOTO CBOWMCTBA OPTaHM3-
MOB/OpranusmMa, KoTopasi HabJIIO[aeTCsT Ha OJJHOM U TOM JKe JTare OHTOTeHe3a,
CTEIeHb MPOSIBIEHNUS JAHHOTO CBOWCTBA. Eciii B 07lHOM MaccuBe TaHHBIX, B3s-
TBIX U3 TOMYJIAIN (BEIGOPKE), OHOBPEMEHHO CPAaBHUBATH MPOSIBJICHUE OITPe-
IeJICHHOH CTPYKTYPBI Ha TIPEHATATBHOI M MOCTHATATBHON CTAANSIX PA3BUTHI
(COTOCTABIIATH APYT € APYrOM OOBEKTHI ¢ HE3ABEPIIEHHBIM U 3aBEPITEHHBIM
MOPGOreHe30M), TO 3TO He OYJET SIBAAThCI U3yYeHHeM U3MEHYNBOCTH JAHHON
CTPYKTYPBL. B 1aHHOM citydae peub OyaeT UATH JIUIIb 0 MOP(HOreHETHUECKUX CO-
OBITHSIX: U3MEHEHUSIX, BO3PACTHBIX TPAHC(HOPMAIMIX W «HOBOOOPA3OBAHUSIX>.
M3MeHYMBOCTD KaK TAKOBYIO MOKHO OGHAPY KUTH JIUIIIb Y CXOAHBIX 10 BO3PACTY
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MOPOOCTPYKTYPA U IIPU3HAK

i (hase pasBUTHSI OPraHU3MOB, OCKOJIbKY 00BEIMHEHHbIE AJJIOXPOHHBIE Ce-
pur 0cobeil XapaKTepU3yIOT He H3MEHYUBOCTD, & CMECh BO3PACTHBIX U3MEHEHUI
¢ TIpOsiBJIEHUSIMU (peHOMEHA U3MEHUYMBOCTH Ha PAa3HBIX ATarmax oHToreHesa. [1o-
3TOMY B CTPOTOM CMBICJIE CJIOBA «BO3PACTHAS M3MEHUMBOCTH> XapaKTEPU3YeT
pa3IMuus B BeJIMYUHE U CTPYKTYPE UBMEHUNBOCTHU HA PA3HbBIX ITATAX PABBUTHUS,
a He pas3inyus MEeK/Iy aTaraMu.

BesycsioBHo, nporpamma Mopdorenesa 3TO HEJTUHENHHBIN TIPOIECC, HEJU-
HelfHast TPOTPaMMa, JIa ¥ MPOTPAMMOI B CTPOIOM CMBbICJIE CJIOBA OHA HE SIBJIS-
eTcsl, CKOpee, ee MOKHO TIPEJCTABUTh CUTYAIMOHHO 3aIPOrPAMMUPOBAHHBIM
BerBsiuMcs 1oTokoM (Mopdornpoiieccom 1o B.H. Beksemumery (1994)).
M3MenunBocTh mpecTaBiser coboil cpe3 aToro moroka — Mopdomnporecca, B
KOTOPOM DPa3JIM4Msl MeKIY COTIOCTAaBUMBIMU TI0 BO3PACTy MM (hase PasBUTUSI
0COOSMH YaIle BCETO OIEHUBAIOTCS IO OJIHOMY CBOIICTBY — OIHON MEPEMEHHOM.

VI3MeHYMBOCTD He BCET/Ia XapaKTepU3yeT OMH MTPU3HAK (CBONHCTBO, CTPYK-
TYpYy, lepeMeHHy0). MHOTOMepHBI aHAIN3 HECKOJIbKUX MTPU3HAKOB-TIEpEMEH-
HBIX HEM30EKHO MPUBOAUT K MHOTOMEPHOH KaaccuuKainu 00beKTOB, T.e. Ha
OCHOBE COYETAaHHOW W3MEHYMBOCTH HECKOJBKUX MEPEMEHHBIX 00ecreunBactT
MPOBeIeHNe WX OPAWHAIINN U arperupoBaHus (KJaccUDUKAIIUNM) 0 KJaccaMm
cxoncrsa — ¢enorunam (Sokal, Sneath, 1963; Kenpasur, Croioapr, 1976; Tanak-
THOHOB U Ap., 1985; Edumos u ap., 1988; Kum u ap., 1989; /ssuc, 1990; Kopa-
sieBa u ap., 2002; Bacuabes u ap., 2004; Epumos, Kosasnera, 2008). Tem cambim
MHOTOMEPHBII TTOXOJ MO3BOJISIET OT U3MEHUYUBOCTH M HEOAUHAKOBOCTH O0b-
€KTOB IMEPEiTH K OIEHKe UX PazHooOpas3usi B BBIOOPKE, T.€. BBISBJIEHUIO CXOJI-
CTBa BHYTPH BBIIEJMBIINXCS arPeraiiiii WK KIaccoB (DEHOTUITNYECKH OIU3KUX
0OBEKTOB 1 OIIEHKE Pa3JINUMil MEKLY ITUMU Kiaccamu. TeM He MeHee MHOTO-
MepHast OlleHKa TPOSABICHUH U3MEHUMBOCTH — HEOJAMHAKOBOCTH 0cobeil (06b-
€KTOB = MOPHOCTPYKTYP ), TOKe BO3MOKHA HA OCHOBE CYIIECTBYIONINX METOIOB
MHOTOMEPHOTO CTAaTUCTUYECKOTO aHAJIN3a U BBIUYMCJIEHHS pa3Maxa, AUCIepPCHH,
CPEIHEKBAZPATIHYHBIX OTKIOHEHUH, K02 HOUIINEHTOB BapUAIIH 1 OBEPUTEb-
HBIX HHTEPBAJIOB IlepeMeHHbIX. [l0cKoIbKY B TIpesieTax oiHO IepeMeHHOIt BO3-
MOKHO BBIZIEJIEHIE HECKOJBKIX KJIACCOB CXOAHBIX 00BEKTOB (MOJTMMOIATBHOE
pacrpeieJieHIe), TO TIOHITHsI KBMEHUHUBOCTD U PasHOOOpasue 4acTo OTOKIECT-
BJISIIOTCST, UTO B IPUHIIKIIE HeBepHO. Hast cutyaris HabJTI0aeTCsl B TeOMETPH-
yeckoit MopomeTpun.

B reomerpuueckoit MopdomeTprun hopMa SBISETCS MHOTOMEPHBIM MOP(hO-
JIOTUYECKUM TTPU3HAKOM, BAPUAIIUU KOTOPOI XapaKTepU3yiT COCTOSTHUS TOTO
npusHaka (Zelditch et al., 2004). TloaToMy B CTPOrOM CMBICJIE CJIOBA FEOMETPU-
yeckass MOPGOMETPUST XapaKTePU3yeT IIPOSIBIEHUST H3MEHIMBOCTH (HOPMBI KaK
(buKcpoOBaHHOro MHOTOMEPHOTO, HO eMHUYHOro Ipustaka. [Ipu atom cTpyk-
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A.l Bacunves KOHIEIII[UA MOPDOHUIIIN...

Typa 0OBEKTOB B OOJIBIINHCTBE MOAOOHBIX UCCIIEA0BAHMIT OY/IET OJMHAKOBOIA, a
ux (opma OyieT CyIIeCTBEHHO pasindaThest. Bapuaiuu (hopMbl — 5TO MHOKe-
CTBO COCTOSIHUI IIPU3HAKA, II09TOMY PasHooOpasue (hopMbl 00bEKTOB B BLIOOPKE
B JIAHHOM CJIy4ae MOJIHOCTBIO COBIAJIET C U3MEHYUBOCTHIO (DOPMbI KaK MPU3HAKA.
Cuie1oBaTesIbHO, JIMIIb IPYIINAPYsE 0OBEKTHI B BIOOPKE 110 KJIACCaM CXOIHBIX CO-
CTOSTHIH (hOPMBI, MBI MOKEM YaCTHIHO PEIIUTD 3a/1a9y BLISIBJIEHUS BHY TPUTPYII-
110BOro MopGOJI0rNYeCKOro pasnoodpasust (OpMbI OTHOCUTENBLHO COOCTBEHHOI
n3MeHuYnBOCTH (hopMbL. [Ipr 9TOM HEBO3ZMOKHO CTPOTO PA3EUTh MTPOSIBIEHIE
M3MEHYMBOCTH TpusHaka ((popmMbl) U pasHoobpasue rpyibl 00bekToB. CXomHast
npobseMa HabIIOAAeTCS IPU XaPaKTEPUCTHKE BHYTPUIIOIYJISIIIMOHHOIO OJIK-
MophU3Ma: 3TO ¥ IPOSIBIIEHNE BHYTPUTPYIITIOBOI N3BMEHYUBOCTH, U TIPOSIBIIEHNE
BHYTPUIPYIIIIOBOTO pasHooGpasus (1M3-3a JUCKPETHOCTH MOP(d ) OHOBPEMEHHO.
JlaHHOoe 06CTOATEIHCTBO TIOUTH TIOJHON MACHTUYHOCTH NIPOSIBICHUN H3MEHYM-
BOCTH U PasHO00OPasusl B cJryyae IPUMEHEHNsI METOI0B TeOMETPUYECKOi MOpdo-
METPUU CJIEYET YETKO TIPE/ICTABJISTD.

Xopoio ussectha npeginoxkentas A.B. SI6mokosbiv (1966) knaccuduka-
s U3MEHYNBOCTH TI0 ThMaM, opmam u mposiBaeHusM. 10.A. DunnmaeHko
(1923, 1978) paccmarpuBaeT U3MEHYMBOCTH KaK TIPOTIECC U Kak pe3ysbraT. Bee
9TH ACHEKTHl UBMEHYNBOCTU MHOTOKPATHO 00cyskaamch. Haubosee noapobHyio
CBOJIKY aCIleKTOB U3MEHYMBOCTH, B TOM YHUCJIEe U HOBBIX, 51 PA3MECTUJI B pas/ie-
sie «IIpunoxkennes. Kak u3BecTHO, MUBMEHUNBOCTD MOYKET OBITh, MEKTPYIIIIOBAsT
(B KauecTBe eAMHUIBI HabJII0IeHUsT MCIIONb3YIOTCS IPYIIIbl — IOMYJISINN UK
BHYTPUBUIOBbIE TAKCOHBI ), UHAUBUAYaAIbHAA (CPAaBHUBAIOTCS PasHble 0COON) U
BHYTPUMH/IUBU/IyaJbHAsT (CPABHUBAIOTCSI MO/LYJIbHBIE METaMEPHbIE U aHTUMED-
HBIE CTPYKTYPBI BHYTPU 0COOM — JUCThs (MeTaMephl) JepeBa, JIeBbIe 1 [IPABbIe
KPbLIbs (aHTUMEPDI) HacekoMoTo). B «IIpunokennuus mpuBe/ieH rnepeyeHb yke
CYIIECTBYIOIINUX U BO3MOKHBIX JIJISI UCTIOJIb30BAHUST HOBBIX TIOHSITHH, XapaKTe-
PHUBYIOIIUX UCTOYHUKHU, TUIIBI, (POPMbBI U TIPOSIBJIEHUST M3MEHUYUBOCTH, KOTOPBIiA
JIOTIOJIHSIET CITMCOK U3BecTHBIX paree (Jlapsun, 1937; Cumrcon, 1948; Grneberg,
1952, 1963; Berry, 1963; s60koB, 1966; Maiip, 1968; Mamaes, 1972; IlIsapii,
1969, 1980; Tumodeer-Pecosckuii u ap., 1973, 1977, Oununuenko, 1978).

MexrpynnoBas U3MEHYUBOCTb, UJIW TIPOSIBIIEHNE MEKTPYITIOBBIX Pa3JIv-
YU, OTHOCUTCS K KATETOPUH N3MEHYNBOCTHU C HEKOTOPOH HaTsKKoW. Ecan ya-
JIOCh TOMOJIOTU3UPOBATD OTPEIEJICHHYIO CTPYKTYPY, KOTOPast XapaKTepU3yeTCs
OTHUM TIPU3HAKOM Y Pa3HBIX TAKCOHOB, TO JAHHOE MEKIPYIIIOBOE CPABHEHUE
(opMasIbHO TaK)Ke COOTHOCHUTCSI C MU3yUYEHUEM MEKIPYIIIOBOI U3MEHUUBOCTH.
Ecin Mbl cpaBHMBaeM M3MEHYMBOCTb B OJHON rpyIiie ocoOeil, HanpuMep Ha
JIBYX 3Tamax OHTOTeHe3a, TO (haKTHUECKU TTPOBOIUTCS U3yUEHUE «MEKTPYIITO-
BOI» M3MEHUMBOCTH, XOTSI U BHYTPHU TOH ke camoil rpymnibl. MoxkHO jn 1ipu
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MOPOOCTPYKTYPA U IIPU3HAK

3TOM TaKCOHOMWYECKHE MEKTPYIIIOBBIE PA3JIUIUS TPUPABHATH K MEKTPYIIIO-
BOI UBMEHYMBOCTH, MTOJIarasi, YT0 UI3MEHYUBOCTb BHYTPUBHU/I0OBOE CBOHCTBO? Bee
3TO JIAJIEKO He TMPOCTHIE BOIIPOCHI.

[Mockonbky cucrema pazsutus (MopgoreHesa) KpaiiHe KOHCepBATUBHA U
ee YCTONYUBOCTD BBIIIIE, Y€M Y TOTO TEHETHYECKOTO CyOCTpaTa, ¢ KOTOPBIM Tpa-
JIMIIHOHHO CBSI3BIBAIOT HACJEICTBEHHOCTD, TO MPH BUA000PA30BAHUEN MHOTHE
aHIleCTPaAIbHbIC YePThl MOp(oreHe3a COXPaHSAIOTCS TOYTH B HEU3MEHHOM BUJIE
U TapaijieJibHO 1peobpasyloTes y Beepa HOBbIX TakconoB. Eme V.U, HImainb-
rayset (1940a) noguepkuBa 910 0OCTOATENBCTBO, YKa3blBasl HA TO, YTO «MeXa-
HU3M WHAUBU/YAJIbHOTO PAa3BUTHsI 0OECHIEYNBAET Y BBICHINX KUBOTHBIX Yepe3
CJIOKHYIO CUCTEMY KOPPEeJIAINil U3BECTHYIO CTOMKOCTb OPraHu3allnuy, a almnapar
HACJIEJICTBEHHOCTU (C €ro MyTallMsIMU), T.e. CTPYKTypa reHoMma, rapaHTupyer
JOCTaTOYHYIO €€ MJIaCTHYHOCTH B mpoiiecce aBoJtioruiy» (c. 365). Ilpu sTom on
OTYETJINBO IIOHMUMAJ I1apa/loKCAIbHOCTh JAHHON CUTYyalluu /i TeHOLEeHTPU-
YEeCKUX TIPEICTABICHUH, KOTOPbIE JOMUHUPOBAIU B TO BPEMs, U CIIEIIUAILHO
VTOUHSIJI: «IDTUM s BOBCE He XOUy TepeBePThIBATh HA TOJOBY BCE CYIIECTBYIO-
e mpejicTaBiaeHns. KoHeuHo, U cucteMa KOPPesInii 10 U3BECTHON CTeTeHn
MJIACTWYHA, U OHA TlepecTpamBaeTcs B Ipoiiecce aBosonuu. C Apyroii cTopo-
HBI, S HEe OTPUIIAI0 U TOTO, YTO HACJEICTBEHHBIN alliapaT OTHOCUTEHHO BeCchMa
yeroitumBy (Tam ke, ¢. 365). OxHako OH BCe jKe PEIaCs BBICTYIUTD IPOTUB
OBITYIOIUX MPE/ICTABIECHUI U jlajiee TIOJUEPKUBAI: «... Helb3st BCIO CTOWKOCTD
OpraHusauy OOBSICHITh CTOUKOCTHIO HACJEICTBEHHON CyOCTAHIINK U, B 4aCT-
HOCTH, TeHOB. Takoe «oObsIcHEHNe» PENUTETbHO HUUero He aaet. S ybesx/ieH,
4TO JAJIbHEHIINE UCCIEI0BAHUS TIOKAKYT HEU3MEPUMO OOJIBINYIO UX JaOWUIIb-
HOCTb, YeM 3TO MPUHATO AYyMaTb Ha OCHOBAHWM M3YYCHUS BUAMMBIX MyTaIluii,
KOTOpPbIE BCE MPEJCTABJISIIOT OO0 Pe3yJIbraThl CIBUTOB PEAKITHIT 32 TIPeIesIbl
UX TIOPOTOBOTO 3HaUeHUA. Bee n3MeHeHusI, He BBIXOAMINE 32 [TPe/lesIbl peakTHB-
HOCTH TKaHeH, IIPOCTO YCKOJIb3aIoT ITOKa OT Halero anainsas (Tam xe, c. 365).
[Toaromy, Korjia Mbl TOMOJIOTM3UPYEM CTPYKTYPBI U MOpgoreHeTHYecKue mpo-
I[ECChHI Y PA3HBIX, HO GJIMBKUX MO TPOUCXOKICHIIO BUIOB, MBI IMEEM TTPABO TO-
BOPHUTH UMEHHO 0 MEKTPYIIOBOI M3MEHUMBOCTH U OCOGEHHOCTSIX €€ CTPYKTYPBI
Y Pa3HbIX TAKCOHOB. /[JIsI TOMOJIOTHYHBIX CTPYKTYP CBOHCTBA MI3MEHUYUBOCTH BO
MHOTOM JIOJIKHBI COXPAHSITHCS Y OJIM3KUX TAKCOHOB, MPOUCXO/AIINX OT 00MIel
TTPEIKOBOM TPYIIIIBI.

JIpyroit mpobIieMHbBIiT MOMEHT KacaeTcst M3yUeHMsI 3aKOHOMEPHOCTEH BHY-
TPUUHAUBUILYAIBHON U3MEHUUBOCTH CTPYKTYP, KOTOPbIE MOKHO MPOAHATTU3N-
POBATH JIUIIb TPU BHYTPUUHIUBUYAJIbHOM CPABHEHUU PA3HBIX 0COOEH, T.e. Ha
OCHOBE TIPOBENICHUS TPYIIIOBOTO CpaBHEeHUS. VI3ydasd M3MEHUYUBOCTH MOPGO-
CTPYKTYpP, HEOOXOAUMO CPaBHUBATH TOJBKO CPABHUMOE — MOPMOIOrHIecKn
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TOXKIECTBEHHbBIE CTPYKTYPBI 1 UX 3JIEMEHTHI Y pasHbIx ocobeil. 113 atoro Ha mep-
BBIii B3IJISI] CJIEYET, YTO TIPU CPAaBHEHUHU OUIIATEPATbHBIX CTPYKTYP Tpedyercst
KCIIOJIB30BATh MATEPUAJIbI JIUIIIb 110 OJIHOM M3 CTOPOH Tesa. OHAKO HAC MOXKET
HUHTEPECOBATh UIMEHHO BHY TPUUHINBULY AJIbHAST U3MEHUMBOCTD OUITATEPATLHBIX
CTPYKTYP, KOTOPAsi IPEAIOJATAET, B YACTHOCTU, CPABHEHIE ACHMMETPUYHBIX
MIPOSIBJIEHUH OJTHUX U TeX Ke CTPYKTYP Ha Pa3HbIX CTOPOHAX TeJia (ITPOSIBIeHNN
baykryupyionieit acumMMeTpun).

ST OTIpesesisiio UsMeHUUBOCb KAK A6IeHIUE PASHOL NOMEHUUALLHO O0NYCIML-
MOt MOpGhozeHeMUYECKOU Pearu3ayuu cmpyxmypot, opmvl u pazmepa, a maxice
106020 UH0Z0 CEOUCNEA UNMEPECYIOUET HAC YACTU eHOMA Y OAHHOL eCMecmaeH -
notl zpynnvt. DeHOMEH N3MEHUYHUBOCTH OOYCJIOBICH Pa3BUTHIHBIME MTPOIIECCAMHE
U BCETIa B TOH MJIM WHOI CTENEHU SIBJISIETCS OTPakeHueM (heHOreHeTUIeCKO
n3menunBoctr (Bacuibes, 20092a). B ocHoBe hpeHOMEHA MBMEHUNBOCTH JIESKUAT
(OYHKIIMOHUPOBaHNE €INHON SMHUTeHETHYECKON CHCTEMBbI, TapaMeTpU3yIoIei
Beep JIOMYCTUMBIX MOP(OTeHETUYECKHUX TPAEKTOPUIT — IyTel Pa3BUTHS, IJIaB-
HBIM 13 KOTOPBIX SIBJISIETCS aTTPAKTUBHBIN 1 HanboJiee 3aperyJIMPOBaHHbII Ty Th
— xpeoj (TepMuH TIpeiokeH, Kak usBectHo, K. X. Yomruurronom — Wadding-
ton, 1942a,b, 1957b). [Ipyrue Bo3MOKHBIE ajbrepHATUBHbBIE TYTH, UMEIOIIIE
MEHBIIY0 BEPOSITHOCTH TIPOSIBJICHUST, MBI 0003HaUaeM Kak «CyOkpeojnr» (Bacu-
abes, 2005). Kaxkablit Kpeox 1 cyOKpPeojl 3aperyiMpoBatbl dlIUIreHeTUYeCKUMU
MOPOTaMU TaKUM 0OPa3oM, UTO y KaK/[OT0 OPTaHU3Ma MMEeTCsl TIOTEHITHATbHAST
BO3MOKHOCTh PEAJIN30BaTh BECH JIOMYCTUMBII (BUTAIbHBIN M CyOBUTAIHHBII)
Beep IIyTeil Pa3BUTHS B COOTBETCTBUU C 3aJaHHBIMU TOPOTOBBIMU OTPAHUYEHU-
saM# (BEPOSITHOCTSIMHU ), HCTOPUYECKH CIIOKUBIITIMUCS B MOpboOTeHe3e KOHKPET-
HOU TPYTIIIbI (TTOMYJISIIINY, TTHUY, BUJIA).

[Tockomnbky MOPdOreHes3 «3arnporpaMMUPOBAH» HEJUHEWHO U TIPEICTABIIS-
er co6oii anurenes (o K.M. Boabdy), T.e. pasBuTHe OCYIIECTBIISETCA ¢ HOBO-
o6pa3oBaHueM, TO porpaMMa MopdoreHesa, BOZHUKAIONAsA KaK PETyIsSTHBHOE
CBOJCTBO (DYHKIIMOHUPYIOIIEH MUTeHETUIECKOH CHCTEMBI, TOJUKHA OBITh pe-
KYPCUBHOM, BJIOKeHHOIT 1 curyannonnoit (Bacuabes, 2005). [Ipu moctmkeHnn
TOW WJIM WHOIM KOHCTEJUISIMK U TOCJAE0BATEIbHOCT COOBITHIT MOpdoreHesa
AMUTEHETHYECKAST CUCTEMA MOYKET <«BKJIIOYUTH> TY WJIN WHYIO MOAMPOrPaMMY
U BEPOSITHOCTHO <«BBIOPATh» CJCAYIONIMI Iar PasBUTHsI, TIPEO0JIEBas T€ WU
WHbIE CUTYallMOHHO (DOPMUPYIONTHECs dMUTeHeTHYecKrue oporu. Onpenesen-
HBII B XOJI€ 9TOTO «BBIOOPa» HOBBII MyTh CO3/Ia€T HOBYIO CUTYAI[HIO, KOTOPAsI
BEPOSTHOCTHO 3AIYCKAET OJHY U3 CJAEAYIONUX BIOKECHHBIX PEKYPCUBHBIX TTO/I-
porpaMM, KOTOpbIe paHee ObLIN UCTOPUYECKH BHIPAOOTAHBI, BCTPOEHBI 1 3ape-
TYJIUPOBAHBI B antureHoMe. [Ipr 5TOM B OIHOM U TOM JKe KaJeHapHOM BO3pacTe
y PasHbIX 0cO0ell MOTYT OCYIIECTBJSITBCS YCKOPEHUE, 3aMeJICHUE WU JIaxKe
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OCTAaHOBKA Ha TOM WJIM WHOM 3Tane MopdoreHesa, 9To BejieT K (POpMUPOBAHUIO
HEOJIMHAKOBOCTU MOP(MOTIOTUIECKUX CTPYKTYP, PA3HOU CTENEHW WX BBIPAKEH-
HOCTH, T.e. UI3MeHUYUBOCTH. [IpociexxnBas Takue psijibl ©BMEHUNBOCTH TOMOJIO-
TUYHBIX CTPYKTYP BHYTpH ocobu, H.IT. Kperke Ha mpuMepe JIUCTHEB PACTEHUI
oTIpe/ieSTNIT 3TOT (PeHOMEH Kak (heHOTEHEeTUYECKYI0 M3MEHUYUBOCTD, KOTOpPas 110
cBoeii npupojie aBiusercs anurenetrndeckoii (Kopona, Bacuibes, 2007; Bacu-
sibeB, 20092) u xapakTepusyeT MPOsIBJIEHNST HEOJAMHAKOBOCTU PAa3BUTHUS FTOMOJIO-
IUYHBIX CTPYKTYP 006U — Gy/Ib TO METAMEPbI UM AaHTUMEPBI.

W3MeHYnBOCTD, HE CBSI3aHHAS HEIIOCPE/ICTBEHHO ¢ MOP(OTeHE30M, HAIIPHU-
Mep, MIBMEHYHBOCTh OKPACKU TIOKPOBOB HACEKOMBIX 1 aM(puOMii, epheB MTHUII,
MexXa MJIEKOTUTAIONUX, MUTMEHTAI[UY JIUCThEB PACTEHWI U IPYTUX OHOTIOTH-
4eCKUX 00BEKTOB UMEET CXOAHYIO TIPUPOJLY, HO HA APYTOM — MOJEKYJISPHOM
— YPOBHE, YacTO MPOSBJIALACH KaK oaumMopdusm u nonmudennsM. OcraHoBka
Ha OTpPeIeIEHHON CTaK TTUIMEHTO00PA30BaH, HATPUMEDP TIPU BOZHUKHO-
BEHWH MeJIAaHWHA B TOKPOBAX JKUBOTHBIX 3 CUET TIPEPbIBAHUS MOJIEKYJISIPHON
e HOPMATbHBIX (PePMEHTHBIX TIPOIECCOB, BelET K N3MEHYMBOCTH OKPACKU
(Meauukos, 1981). CxoaHbIl 1O BHEITHEMY TIPOSIBJICHUIO albOMHU3M MOJKET
MOPOKIATHCS PA3HBIMU IEMOYKAMU TIPEO6Pa3oBaHUl MUTMEHTOB OT CTa[UuU
dbermmamanmra no cragun [JJOMA, XoTs r1aBHONR TPUUNHON OTCYTCTBUS MeJa-
HUHA [IPU 9TOM SIBJISIETCST 0Opa3oBaHue HEMOJHOIEHHO (DYHKIIHOHUPYIOIErO
TUPO3UHA.

Ocoboe MecTo B 06CYKIEHUU 3TOTO BOTIPOCA TAKKE 3aHUMAET U3MEHIMBOCTD
nmaTTepHa OKpacku (ONpeesieHHOW MO/ HEPABHOMEPHOTO paciipe/ie/IeHIs
MUTMEHTOB U (POPMUPOBAHUSA TUTMEHTHBIX PUCYHKOB), KOTOPas 4acTo MMeeT
ANUTEHETUYECKYTO TPUPOLY (ITUTMEHTHBIE CTPYKTYPBI MOTYT MO-Pa3HOMY I1PO-
SIBJIATHCS HA JIEBOl ¥ TIPABON CTOPOHAX 0COOM, (hOPMUPYsI, HATIPUMED, PasHbIE
TUIIUYHbIE PUCYHKHU U UX (pparMenTsl). VI3MEeHUMBOCTD OKPACOYHBIX CTPYKTYP
HMEET Ty ke 00IILyI0 MPUPOJLY, YTO U UBMEHYMBOCTH MOP(OTEHE3a, T.€. B TAHHOM
cJIydae — 3TO IPOSIBJIEHNE Pa3HOM 3aBEPIIEHHOCTH HEIOYKHN [T0CJIeI0BATEIbHbBIX
LIaroB CTPYKTyporeHe3a [aTTepHa OKPaCcKU B OHTOreHe3e: HallpuMep, Ha JIeBOI
CTOPOHE MOKET TIPOSIBUTHCS TTOJTHBIN TT0 CTPYKTYPE Me(pUHUTHBHBIN PUCYHOK, a
Ha TIPaBOil — TOJIBKO €T0 He3aBepIIeHHbIN (PparMeHT.

BosBpainasich k XapakTepucTuKe M3MEHIUBOCTH MOP(OJIOTHUECKUX CTPYK-
Typ B mpotiecce MopdoreHesa, HeOOXOMMO IaTh UM (HOPMAIBLHOE OTIPE/Ie/ICHIUE,
Mopddonormueckas cTpykrypa (MOPhOCTPYKTYpa) — 3TO OINpe/ieleHHAS YacTh
oprarusMa (MepPOH ), KOTOpast 3aKJIa/[BIBAETCS B PA3BUTHH KaK 110[00M€ HEKOETO
YAaCTHOTO I[EJIOT0, BXOASIIET0, OJIHAKO, B COCTaB OOIIIETO 1e10r0 (OpraHu3Ma Wiin
€ro YyacTh ). BHyTpeHHS 1IeJIOCTHOCTD ¥ CKOPPEJINPOBAHHOCTD 3JIEMEHTOB YaCTH
BCET/Ia BBITIE TI0 CPABHEHUIO € OKPYSKAIOMIUMHU 3JIEMEHTAMU JI[PYTHUX YacTel nin
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obuM 1iestbiM (McShea, Venit, 2001; Zwick, 2001). /las Hekoropoii yauduka-
[[UH MOHATHUH JIIOOYIO €CTECTBEHHYIO CTPYKTYPY, KOTOpast (POPMUPYETCsT B MOP-
(dorenese, OyaeM OMPeEATh Kak MOP(HOCTPYKTYPY, MOAPaZyMeBast IIPU 3TOM,
YTO OHA MMEET ellle COOTBETCTBYIOIIME pa3Mepbl U (hOpMY, a HE TOJbKO THIIBI,
YKCJIO ¥ OTHOIIEHUsI (CBSI3N) BXOJAIINX IEMEHTOB, IIPUCYIITHE JIFOOBIM CTPYK-
typam (Ypmatiies, 1972 a, 6).

ToMoJiorust CTPYKTYP MPeroaraetT ux oblee UCTOPUIECKOe MPOUCXOIK-
JieHue, TOMOJOIMYECKYIO KOPPEJISIUIO ¢ APYTUMU CTPYKTYpPaMu, B TOM YHUCJIE
y GuartepasbHBIX CTPYKTYP 3€PKATBHYI0 CUMMETPHIO OJIHOMMEHHBIX CEPUAb-
HBIX DJIEMEHTOB, a TAK)Ke CXOMHYI0 MOP(MOTEHETUUECKYIO TTOCAE[0BATEIbHOCTD
ux 3axiaakd u passutust. [lostomy H.II. Kpenxe (1933-1935), BbissBUBIIHiA
BHYTPUMHIMBUIYAJIbHBIE PSIIBI 3aBEIOMO TOMOJIOTUYHBIX U MOBTOPSIIOMINXCS
MeTaMepPHBIX ¥ aHTUMEPHBIX CTPYKTYD PACTEHHH, BO MHOTOM OTIMPAJICS HA M3-
BECTHBII (PeHOMEH TOMOJIOTHYECKUX PSIZIOB B HACJEICTBEHHON M3MEHUYNBOCTHU
H.N. Basunosa (cm. Basunos, 1965). Menorernernyeckast mameHunsocth H.II.
KpeHke, o/iHaKO, XapaKTeprayeT 0coOble Psiibl BHY TPUIHAMBULYIbHOI H3MEH-
YUBOCTU M CBsI3aHA ¢ MOP(OTeHEeTHYECKNMHI TIpolleccaMi. PaHee s ompeesit
(Bacumes, 2005, 20092a) ¢enozenemuueckyio usmenuugocms Kax pearusayuio
00YCLOBIEHHDIX PA3BUMUEM 3AKOHO8 B03MONUCHO20 (00NYCMUMO20) NPeobpasosa-
HUSL OMOCTLHBIX MOPPOCPYKMYP 8 OHMOZEHE3e.

DenoreneTnyeckasi U3MEHYUBOCTD COJIEPIKUT J[B€ KOMIIOHEHTBI: JIE€TEPMU-
HUCTUYECKYIO (OPTAaHU3YIOINIYI0) U CTOXACTHUYECKYTO (CIy4YailHylo): OpraHusy-
I0I[asl COCTABJIAIONIAasl — 3NuUreHerndeckas uaMeHunBocTh (Bacuibes, 1988)
— KaHaJIM30BaHHAs KOMIIOHEHTa Mopdorenesa, 00yCIOBIEHHAs CTPYKTYPOR
Kpeojila U PACCTaHOBKOW SMUTEHETUYECKUX ITOPOTOB; CIydaiiHash — peaynsa-
nuroHHag uaMeHynBocTh (Actaypos, 1974; Crpynnukos, Berimmackuii, 1991)
— CTOXACTUYeCKast KOMITOHEHTa MOP(OTeHe3a, MO3BOJISIONIAsT CIIOHTAHHO Tepe-
KJIIOYaTh IIPOTPAMMBbI PA3BUTHUSI IIPH MIPEOIOJIEHHU PETYIUPYIONINX IITUTeHEeTH-
yeckux noporos (Bacuibes, 2009a). TTocKOIbKY YCIOBHS PasBUTHS 0cOOU U
ee TeHOM /7SI JIEBOH ¥ TIPaBOIi CTOPOH OPraHM3Ma MJIM €T0 MeTaMepoB B HOpMe
npakTHdecku ofHu u Te ke (Actaypos, 1974), To dbeHorenernyeckass n3MeH-
YIBOCTh — 9TO BHYTPUMHANBULYaIbHAS U3MEHYMBOCTD, KOTOPas 00YCJIOBJIEHA
snureHeTnuecknMu mprunHamu (Bacuses, 1988, 1996, 2005).

BuyTpuuHauBuyasbHas TOMOJIOTHYECKAS W3MEHYMBOCTb MOJKET TPOS-
BUTHCSI KaK y PA3HBIX METAMEPOB 0COOM, €CJIH TAKOBbIE UMEIOTCST, TAK U Ha JIEBOU
U MPABOM CTOPOHAX TeJIa, T.e. y TOMOTUIIMYHBIX aHTUMepoB. [loaTomy mpu pac-
CMOTPEHWY TeX UM MHBIX aHTUMEPHBIX 2JIEMEHTOB Y OPTaHU3MOB € METaAMEPHON
CTPYKTYPOI MOKHO 3aUKCUPOBATH PABJINYUS ITUX DJIEMEHTOB KAK HA PA3HBIX
CTOPOHAX METaMepa, TaK U Y Pa3HbIX METAMEPOB, YTO MO3BOJISIET TOBOPUTH 00
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AHTUMEPHOI, METAMEPHOI U AHTUMEPHO-METAMEPHOU KOMITOHEHTAX BHYTPHU-
UHAUBUIYATbHON W3MEHYUBOCTH. I3ydass yHoOpsiio4eHHOCTh BHYTPUUHIU-
BULyaJIbHOU TOMOJIOTHYECKOI M3MEHYMBOCTH, MOKHO BBISIBUTH OCOOEHHOCTH
CTPYKTypOTeHe3a, (hopMorenesa u pa3aMeporenesa 1 COMOCTaBUTD UX Y IIPeCTa-
BUTEJIEN Pa3HbIX IIOIYJIALUI, TAKCOHOB U JIaske COOOIECTB.

Heymopsiiouernast BHy TPUNHINBU/LYaTbHAS K3MEHYUBOCTH OOBIYHO CBSI3a-
Ha ¢ (peHOMeHOM (PIYKTYHPYIOLel aCUMMETPUH OUIaTePaIbHBIX MOPHOCTPYK-
typ (3axapos, 1987; Zakharov, 1992; 3axapos, Kmnapk, 1993; Palmer, 1994),
KOoTOpast 9(HEKTUBHO U3yUYaeTCsl ¢ TIOMOIIBIO TEOMETPUYECKON MOPHOMETPUH,
MOCKOJIbKY TIPU 9TOM peliieHa 1mpobJieMa MpeiBapuTebHO HOPMUPOBKU Pa3-
MEepOB JIEBOI U MPaBOW CTOPOH: TPEOYETCsT TOIBKO MOJYYUTHh PA3HOCTH 3HAYE-
HUiT npokpycToBbix ocratkoB obeux cropoH (Klingenberg, McIntyre, 1998;
Klingenberg, 2003; Breuker et al., 2007; SInkosckas u ap., 2014).

Kaxxpmas camocTosTebHAs MOPPOCTPYKTYPA, T.€. YaCTh OPTAaHU3MA, C TTO3H-
1 MOPGOJIOTUI 1 OGUOJOTHU PA3BUTHS MOKET ObITh OIPE/IeJIeHa KaK «CTPYK-
TypHbIi MoayJib> (Raff, 1996; Kopona, Bacuibes, 2000, 2007; Kim, Kim, 2001;
Maramkun, 2002; Minelli, 2015). Takoit moxysns P. Padd (Raff, 1996) onpene-
JIUJT Kak cyObeIMHUILY 11eJ10T0. B HacTosiIiee BpeMsi B pe3yJibraTe MHOTOYHNC-
JIEHHBIX UCCJIEI0BAHMIA, B YACTHOCTH C IPUMEHEHNEM METOIOB TEOMETPUYECKON
MophOMeTpUH, TIOKA3AHO, YTO MOJIY/Ib BHYTPEHHE MHTETPUPOBAH, T.€. BXOSIINE
B HETO CTPYKTYPHBIE 3JIEMEHTBI MEKLY COOON CBSI3aHBI CUJIbHEE, YEM C JPYTHU-
MU 3JIeMeHTaMu, oTHOCstMucst K apyrum mMoxysisim (Klingenberg et al., 2003;
Klingenberg, 2009, 2011). TIpu cpaBHUTETBHOM aHAIN3E MPOIECCOB PA3BUTHUSI
MO/IyJIb BBICTYIIAET KaK 2JieMeHT MOpdorenesa opranuama, CTpyKTypHo-OyHK-
IIUOHABHAS YACTh OPraHnu3Ma.

[Tpu TakcoHOMUYECKOM PACCMOTPEHWMM CTPYKTYP HA IEePBBI IJIAH BBIXO-
JIUT ACTIEKT TOMOJIOTHH JAHHOW eCTECTBEHHOI CTPYKTYPBI-MOYJISI U HaJleJIeHIe
ee CBOHCTBOM HEKOETro KPUTEPUs KIacCU(PUKAIIKI 0OGBHEKTOB, T.e. MOPHOJIOTH-
YeCKOTO TIPU3HAKA, KOTOPLIH GY/IET «TIPEACTABIATh> AAHHYIO CTPYKTYpY. K co-
JepsKaTeTbHOMY Pas/iesIeHITo MTOHATHI «MOPGOCTPYKTYpay 1 «IIPU3HAK» TaKKe
npumiesn 1.5, Iasnmunos (2005), KOTOPBIA TPUAEPKUBAETCST TTOHUMAHUST TIPU-
3HaKa Kak (Ga30BOTO aJieMEHTa ONUCAHUsST 00beKTa U TI0JIaTaeT, YTO caM <ITPHU-
3HAK HE CJIE/LyeT OTOKAECTBISATH CO CBOMCTBOM (aTPUOYTOM, YaCThIO, ACTIEKTOM)
CPaBHUBAEMbIX OOBEKTOB, KaK 9TO HepeKo Aeaercs» (¢.175).

Crporo toBopst, MOPMHOCTPYKTYpa €ellle He eCTh OMOJOTHIECKUI MPU3HAK,
HO TIPU3HAK BIIOJHE MOXKeET OBITh CTPYKTYpOil. MbI moJsiaraeM, 4To MPU3HAKOM
SIBJISIETCSI TO, YTO MO3BOJISIET PA3INYATH OOBEKTHI, T.€. BIOKEHHBIH KPUTEPUI UX
kiaccudukarmu. MophocTpyKTypa pecTaBisieT coO0i 4acTh OPraHU3Ma, HIn
MepoH (Toceanuii Tepmun npeaioxua C.B. Meiien). DaemenT MmopdocTpyk-
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TYPbI KaK HEKUI CTPOUTEJbHBIN MOYJIb OPTraHU3Ma WJIH, 110 HaIlleMy OIpesie-
JIEHUI0, TeKTOH (TEPMUH BBEIIEH MHOU) MPEACTaBJsieT cOOOU eCTeCTBEHHBIN
HPUPO/IHBII 0OBEKT, BBIOJIHSIET T€ WM UHBbIC (DYHKIMU, U €r0 MPOSIBICHIE B
MopdoreHese JaHHOI TAKCOHOMUYECKO TPYILIIbI [IPEACTaBIAET COO0I IPOLYKT
JUTuTeTbHOM sBOoM Y. [Ipy cpaBHEHUN rOMOJIOTUYHBIX MEPOHOB M MHOKECTBA
MUX COCTOSIHUI — TEKTOHOB — Y Pa3HbIX TAKCOHOB MOKHO MPOCJIEJAUTH TTOBTO-
peHre uX pa3zHoobpasus B BUE PALOB, COOTBETCTBYIONUX PAa3HbIM dTallaM pas-
BUTHUSI OJIHOMMEHHBIX MOP(OCTPYKTYP. 3aMETUM, U4TO TaKue YIOPs/I0UYeHHbIE
IIOBTOPBI IIPE0GPasOBAHUI ONIPENETIEHHOI YaCT OPraHu3Ma — MEePOHa — y Pas-
HBIX TAKCOHOB COOTBETCTBYIOT rpezictaBiennio C.B. Meiiena (1988) o pedpene.

MbI MOkeM TMPOBECTH CPaBHUTENbHBIM MOP(OJIOTHUYECKUN aHATU3, BbI-
JIeJTATh ¥ TOMOJIOTU3UPOBATh OIPEIEJIEHHYI0 MOP(OJIOTUYECKYIO CTPYKTYPY
y TIpecTaBuTeNeil Pa3HbIX TaKCOHOMUYeCKUX rpyiir. [Tpu sTom oHa Oyzer mo-
[PEKHEMY OCTaBaThCS MOPMOCTPYKTYPOIA, ABJISASCH «CTPOUTEIBHBIM OJOKOM >,
MEpPOHOM WJIM MOJYJieM, U3 KOTOPBIX B Tporiecce MopdoreHe3a hopMupyercs
opranusM. Eciim MbI BOCIOJIb3yeMCsI JIaHHOW MOP(MOCTPYKTYPOI KaK HEKUM
KPUTEPUEM OTIPe/IeJICHUsT OGITHOCTY WU Pas/eJIeHUsT TAKCOHOMIYECKUX TPYIIII,
TOTIa MBIl U HaJIeJIMM ee CBOHCTBaMM IpuU3HaKa. Ha mpakThHke OObIYHO TAaKOe
MBICJIEHHOE pasfiesieHue He TPOBOIUTCS, U MOP(OCTPYKTYPa, KOTOpas MpoIia
IpoIIe/Iy Py TOMOJIOTU3AINH, CPa3y PAacCMaTPUBAETCS KaK MOTEHITMATIbHO M0JIe3-
HBI 111 GECIIONe3HbIN IIPU3HAK.

Jlinurensnoe rocnogctBo CTI u reHONIEHTPUYECKON JOKTPUHbBI IIPUBEJIO K
HEKOTOPOMY MCKAKEHUIO MOHSATHUS «IIPU3HAK» BO BCEX OMONOIMYECKUX HayKax.
B kusaccuyeckoil reHeTrke OH OKa3aJicst TIOJIHOCTBIO COBMeEIeH ¢ MOP(OCTPYK-
TYPOW WJI UHBIM CBOHCTBOM OpraHuaMa (BKJIOUYast 3JIEMEHTBI TOBEJIEHUST) KaK
(beHoTHIMYECKMIT pe3yasTaT (IPOAYKT) PabOThl OlpeaeeHHbIX reHoB. Cunra-
JIOCh, @ TaK’Ke TIPOJIOJIKAET CUUTATHCS, YTO KaXKAbI MOpMOJOTHYecKuil mpu-
3HAK TeHeTHYeCKH JIeTEPMUHUPOBaH, a (peHoTUt (MHOI 3/1eCh TI0/[Pa3yMeBAETCS
MOPGhOCTPYKTYpa) €CTh Pe3yIBTaT B3AMMO/IEHCTBIS TeHOTHTA U cpefibl. CBsizka
(en (=denorurr) n rer (=TeHOTHUIT) TIPU MTPOBEJAEHNN TEHETUYECKUX CKPEIIH-
BaHUIT OGBIYHO OMMPAETCsT Ha (GPEHOTUITMYECKU PasJIndnMble MOP(HOCTPYKTYPBI
WJIV WHBIE eCTECTBEHHBbIE CBOMCTBA YacTel OpPraHn3Ma, KOTOpPble OTOXK/IeCTBIIS-
FOTCS TEeHeTUKaMU C TIOHSITHEM <Ipu3HaK». KOHEYHO, TPU3HAK KaK OMHICcaHue
KpPUTEPUsl, He MOXKET OBITh JIETEPMUHUPOBAH, 1 Peub WIET HE O MPU3HAKAX, a O
BapHUaIUsX eCTECTBEHHBIX YacTell (MOyeit, MOpGOTUTIOB, CTPYKTYP, CBOKCTB).
MopdocTpyKkTypa CTAHOBUTCS TPU3HAKOM JIUIIb TOT/IA, KOT/IA MBI UCIIOJb3YeM
ee KaK KpUTepuii Jisd Kiaaccupukanum ocobeil N TakCOHOB.

Ha wHam B3ruistz, 9T 00CTOSTENbCTBA HOPOAMIN [IPArMATUYHbIA yTUIIU-
TapHBIN TOAXO0/ K COJAEPIKaHUIO MOHATUS Npu3Hak B Guosoruu. ITo ciaosam /1.
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Koune (Colless, 1985), npusHax MOKeT paccMaTpuBaThCs TPOSAKO: a) KaK aTpu-
6yT (pasayaoIuii aTpudyT, KAYECTBO, CBOUCTBO CTPYKTYPHI, (hopMa, cybeTpar,
dyHKMA); 6) Kak 0COOEHHOCTD (4acTh, XapaKTepHast 4yepTa HeKOi (hu3rdecKkoil
LIPUPOJIBI, HO SABJIAIONIANACS B 11EJI0M aOCTPaKTHOI ); B) Kak 1epeMertas (Habop
JIAHHBIX B BUJE JIOTHYECKON WM MaTeMaThdeckoil mepeMenHoil). [Tockosbky
OTOKIeCTBIeHHE MOP(MOCTPYKTYPbI U IIPU3HAKA B IPAKTHKE MOP(HOJIOrHUECKIX
U TaKCOHOMHYECKHX HCCJIEJOBaHUI SIBJSIETCS, CKOpee, HOPMOM, 4eM HMCKJIO-
yeHueM, B JajbHelleM Mbl OyleM Jallle BCero TakyKe MPHIEPKUBATHCSA DTOM
«IPaKTUYECKOI HOPMbI» MJIHM <«HMHIYCTPUAIBHOIO CTaHAapTa», HO OCO3HABATh
HCKYCCTBEHHOCTDb OTOKIECTBJIEHHUST ABYX TOHSITHIL.

ITpu aTOM CJIEIYeT MOYEPKHYTh, YTO €CJU €CTECTBEHHBIX MOPMOCTPYKTYP
(MomyJieit) cyliecTByeT oueHb OOJIBIIOE, HO BCE K€ OrPaHUUYEHHOE KOHEUHOE
YICJI0, TO IPU3HAKOB KaK CIIOCOOOB ONMMCAHUI ¥ KPUTEPHUEB CPaBHEHMS 00bEK-
TOB MOKeT ObITh OeCKOHEYHO MHOro. I109TOMY TIOHSITHE <IIPU3HAK> SBJISIETCS
6oJiee IIMPOKUM 110 CPABHEHUIO ¢ MOP(OCTPYKTYPOIi, He OrPaHUUHBAETCS TOJIb-
KO UX OIMCAHUEM, MOKET BKJIIOUaTh B ce0s1 JII0OBIE XapaKTEPUCTHKHU U CBOMCTBA
OpPraHM3MOB W UX COYETaHUA, B TOM YHCJIE (byHKL[I/IOHaJIbeIe, (bHBI/IO]IOI‘I/I‘-Ie-
CKU€, ITOJOTUIECKIE U IKOJOTUIECKUE.,

[TpusHak npezacTaBisger coboil KpaTkoe, 0ObIUHO «IAPKUPOBAHHOE», OIIK-
canue, HeOOXOIMMOE JIJist KiaccupuKanuu 00beKTOB, U, KaK MPABUJIO, HE HATleJIeH
Ha U3yYyeHue CTPOEHUST UJIM TIPUPOJIBI TOTO CBOMCTBA NN CTPYKTYPBI, KOTOPBIE
OIUCHIBAET U XapakTepusyer. [[09TOMY MOKHO TOBOPUTH 00 OTHOCHTEIbHON
HE3aBUCUMOCTH MPU3HAKA U XapaKTepu3yeMoro uM cBoiicTBa. OTHocUTebHAS
HE3aBUCHUMOCTD ITPU3HAKA OT €CTeCTBEHHON CTPYKTYPBI MJIK UHOTO CBOICTBA OP-
raHu3Ma U IOTeHIInaIbHasd GECKOHEYHOCTh BEIOOPA CII0COO0B U KPUTEPUEB CPaB-
HEHUSI JeJIAI0T ero yAOOHBIM MHCTPYMEHTOM HE TOJIBKO AJIs TAKCOHOMUYECKOTO
1 (PUITOreHEeTHYECKOTO MCCIIEAOBAHMS, HO 1 st MOP(MOJIOTHYECKOTO U 9BOJIIOIIN-
OHHO-MOP(OJIOTHYECKOTO aHAJIN3A.

Paznnunst Mexay OuaTepaJbHbIMU TIPOTHBOJIEKAIIUME aHTUMEPHBIMU
CTPYKTYPaMU Y OIHOU U TOii sKe 0coOM MOTYT ObITh JOBOJBHO BEJIMKH, HO €CJIU
OHU MPOSIBIIINCH, TO, CJIEI0BATEIHHO, IOMYCTHMBI ( pa3peleHbl ) B TPoIecce pas-
BUTHSI U SIBJISTIOTCST, HECMOTPST Ha YaCTYIO Pa3HYyI0 KOMILJIEKTAIIUIO 1 KOMIIOHOB-
Ky, GMOJIOTHYECKIMHU H30MepaMi Wiin mogobueM Gruonszomepos. Ha rpynmoBoM
YPOBHE MOJKET TIPOSIBUTHCSI BCE IOITYCTUMOE JIJIsI JAHHON UCTOPUYECKH CJIOKUB-
treicst rpy bt ocobeit (MOMmyJIsIIm, TAaKCOHA) pa3HOoOpasie aHTUMEPHBIX (O71-
HOCTOPOHHUX) MOP(OCTPYKTYP, KOTOPbIE OYAYT FOMOJOTHYHBIMU M30MEPAMIL
Ecam nmHelHO pacrosioKUTh Takue CTPYKTYPBI 110 CTEeHHW CJIO0KHOCTH, TO B
DTOM PsILy MOKHO OYy/IeT YBUAETh IIOCTEIIEHHOE CTaHOBJIEHHE MOPMOCTPYKTYPBI,
KoTopoe HabJonaeTcs B mpoiiecce Mopdoreresa npu hopMupoBanuu Hanbosee
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CJIOKHOI ee KoH(puryparuu. Eci ¢Bs3aTh APYT ¢ IPYTOM Bee OUIaTepaibHbIC
HECOBITQJICHUST aHTUMEPHBIX CTPYKTYP B TEX CJIyYasx, KOTJAA OHU TTPOSIBJSIOT-
Cs1 OJTHOBPEMEHHO y OJIHHMX U TeX Ke 0c00€H, HO Ha PasHbIX MX CTOPOHAX, TO
B pe3yJbraTe MOKHO TIOCTPOUTH HEKOTOpoe MOP(}OJOoruueckoe MpPOCTPaH-
CTBO, XapaKTepU3yIollee <«IIMUTeHeTHUECKUI TaTTepHy (TEPMUH IIPENIOKEH
A.A. TlozaasikoBbiM). OHAKO MO HAIIIEMY OIPEIEIEHUI0 00JIee TOYHO CYTh SB-
JIeHUs OTPAKaeT IPYroil TepMuH — «(beHoreHeTuYecKoe MOphOIPOCTPAHCTBO>
(phenogenetic morphospace), B ocHoBe (pOpMUPOBAHKUS KOTOPOTIO JIEKUT IITHU-
reHeTHYecKnil anamadT nomyasiun qanHoro rakcona (Bacuibes, 1988, 2005,
2009a).

[lorennuanpHas CTPYKTYpa MOPMOIPOCTPAHCTBA 33/1A€TCsI AIIUTEHEeTIYe-
CKOI CHCTEMOH KOHKPETHOI eCTeCTBEHHO-UCTOPUYECKOH TPYTIIThI (TIOTYJISIINH,
TaKCOHA) U /7t GUIaTepaTbHBIX MOPMHOCTPYKTYP MPECTaBIeHA UX (PEHOTEHETH-
YeCKOil M3MEHUNBOCTBIO. MHOTOMEPHBIN aHATI3 TIPOSBIEHUI BHYTPUUHIUBI-
JyaJIbHOUM M3MEHUNBOCTH PA3JIMIHBIX MPU3HAKOB (MOP(MOCTPYKTYP, MOyl )
y TaKCOHOB C Pa3HOU CTEMEHBIO IBOJIONMMOHHON JTUBEPreHIIMH MTO3BOJISIET, BO-
MEPBBIX, OIEHUTh YCTOMYUBOCTH TMPOSIBJECHUN M3MEHUYUBOCTA TOMOJIOTUIHBIX
MOP(MOCTPYKTYP U UX MPEACTABICHHOCTD Y OTAEJIbHBIX TAKCOHOB, 1, BO-BTOPBIX,
MTOCTPOUTHh MHOTOMePHOEe MOP(OTIPOCTPAHCTBO MOyJieit u ux cocrosiuuii. I1o-
ATOMY B FeOMETPUYECKOi MOp(oMeTprr BIIOJIHE ONTPaBAAHO UCTIOIb30BaAHNUE Jie-
BBIX U MTPABBIX AHTUMEPHBIX MOP(OCTPYKTYP, TPUBEICHHBIX K OJJHOCTOPOHHUM
uzobpazkeHysaM (HarpuMep, IPaBbiM ), KOTOPbIe BKIIOYAIOTCS B OOIUI BHYTPU-
U MEeXTPYIIIOBOU aHAJIN3 MPOSBJIEHUI BHYTPUUHIUBUAYAJIbHON M3MEHIHBO-
cTH, a TakxKe QJIYKTyupyiomleil 1 HalpaBJeHHON aCUMMETPUM.

Emte pas nomquepky, 4To MOphOI0OrnaecKkuM Npru3HakoM B TeOMETPUYECKON
MopdomeTpun siBisiercs: hopma 00bEKTa, a COCTOSIHISI MOP(HOJIOTUIECKOTO MTPU-
3HaKa — aTo Bapuaiuu ¢hopMbl. B cTporom cMbiciie MopdocTpyKTypa IIpH IpoBe-
JIEHUU VCCJEI0OBAHIS METOJAMU TEOMETPUIECKOH MOP(HOMETPUY OJKHA OBITH
Jinb0 MOCTOSTHHOW (MMeEEeTCs B BU/LY CTAOUIBHOCTD Ka4eCTBA 3JIEMEHTOB CTPYK-
TYPBI, UX YHCJIA U OTHOIIEHUT ), 160 cabo mameHanBoit. Dopma 06beKTOB pu
9TOM MOKET OBITh, HAIIPOTUB, BEICOKO M3MEHUNBA, KaK U UX pasMepsbl (MoCiIe/-
HU€ BBIPABHUBAIOTCS B IIPOIlecce CKeMIMHTa). VISMEHYMBOCTDL Pa3MEPOB B 1IEJIOM
MaJIO BJIMSIET HA U3MEHYMBOCTH COOCTBEHHO (DOPMBI, €CJIM HE CBsI3aHa CO CTPYK-
TYPHBIMH BO3PACTHBIMHU M3MEHEHUsAME mpornopiuii B onroreHese (Zelditch et
al., 2008) nu asmromerpuueckumu adpexramu (Klingenberg, 1996).
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I'masa 7
Konnenuus MOp(pOHUIIHN U €€ POJIb B PAa3BUTHH
9BOJIOIMOHHON CUHIKOJIOTHUH

B runase 1 Gbuin chopMyJIMpOBaHbI HPEACTaBICHUSE 00 9BOJIOIUOHHON
CUHIKOJIOTUH, KOTOPast Kak 0coO0e Hay4HOe HallpaBJieHKe HalleJleHO Ha BbisBJIe-
HUE OTHOCUTEJIbHOM MPUCIIOCOOJIEHHOCTH CUMIIATPUYECKIX BUIOB COOOLIECTBA
U CpaBHEHMe aJlallTHPOBAHHOCTU U KOAJAITHPOBAHHOCTH JIOKAJIbHBIX TaKCOIle-
HOB. ITH 3aJa4ydl TPAAUIMOHHO KpallHe CJIOKHBI, HO IIPU YCIELUTHOM PelieHun
MOT'YT 06€eCIeYnTh BO3MOKHOCTH 3a0J1ar0BPEMEHHOTO TIOMCKA M TPOTHO3MPOBa-
HUS JIOKAIbHBIX ¥ PErMOHAIbHBIX OHOLeHOTHYeCKHX Kpusucos — PBK. Passu-
BaeMast MHOI KOHIIETIIIHST MOP(MOHUIITHI B 9BOJIIOIIMOHHOM 9KOJIOTUH MOJKET CTaTh
OTHVM 13 BO3MOKHBIX ITOTTYJISIITIOHHO-TIEHOTHYECKUX NHCTPYMEHTOB JIJIST peliie-
HUST TAHHON 3a1a4u.

[TockosbKy HOBast IMUTEHETHYECKAST TPAKTOBKA MEXaHU3MOB 9BOJIOIUH B
pycie PAC (cm. Pigliucci, 2007; Wagner, Draghi, 2010; Laland et al., 2015) mxo-
MycKaeT ObICTPBIE 9BOJIOIINOHHO-9KOJIOIMYECKUE TEPECTPONKH 32 OTHOCUTE]b-
HO KopoTkue ncropudeckre Bpemena (Laland et al., 2015; Jablonka, Raz, 2009;
Duncan et al., 2014; Burggren, 2016), To MosIBJISIETCST TOTEHI[MATbHAS BO3MOJK-
HOCTb BBISIBJISITH U [TPOTHO3UPOBATh MUKPOIBOJIIOIMOHHbIE U JPyTHe ObICTPbIe
MopdoreHeTHYECKIe U3MEHEHUs KOMIIOHEHTOB 61oThl. KitoueBoii aciexT 1mpo-
IHO3UPOBAHMS OKMIAEMBIX OMOLEHOTUYECKUX KPU3UCHBIX ABJEHMI 3aKjIi0Ya-
eTcs B pa3paboTKe HOBBIX [OJX0/I0B K KOJUYECTBEHHON OL[EHKE U METOL0JIOTHI
MOHUTOPHHTA 9KOJIOTHYECKUX Hull. IIpeacraBisiercs, 4To TaKOii MOHMTOPUHT
nosKeH ObITh OCHOBAH Ha BBISIBJIEHUU IIPee/ioB (heHOTUIIIMYECKOM IIaCTUIHO-
ctu (West-Eberhard, 2003; Violle et al., 2007, 2012; Németh et al., 2013) u de-
HOTHIINYECKOH YCTONYMBOCTU PasHbIX HepapXudeckux GuocucreM (0T 0cobu 10
€Oo0011IeCTBA) B HOBBIX U3MEHEHHBIX YCIOBHUAX.

HamomHIo ele pas, 4To NMPUMEHEHHE METOJ0B reOMETPUYECKOi Mopgho-
merpun (Rohlf, Slice, 1990; ITaBaunos, Mukemmuna, 2002; Zelditch et al., 2004;
Klingenberg, 2011) mosBoJisier pasiebHO aHAIU3UPOBATh U3MEHUMBOCTD pas-
MepoB 1 GOPMbI 0OBEKTOB, a TAKIKE J0IYCKAET MOP(HOreHeTHUECKY IO TPAKTOBKY
BoisiBasieMblx pasauunii (Zelditch et al., 2004; Sheets, Zelditch, 2013; Bacu-
abeB u ap., 2018). IloaToMy maHHBIN aclieKT UCCIeI0OBAHNS JJaeT BO3MOXKHOCTD
usydyarb B 00IeM MOPQOIMPOCTPAHCTBE COMPSKEHHYI0 MOP(OTEHETHIECKYIO
M3MEHYMBOCTD Pa3HbIX 110 pa3MepaM BUJIOB, OLleHUBasI TJIaBHBIM 00pa3oM MX CO-
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MPSKEHHYI0 MOP(OTEHETHYECKYI0 PEeaKI[ii0 Ha M3MeHeHKe 001X (HakTopoB
cpenbl (Bacusbes u p., 2018). C Moeli TOUKY 3peHUsT, OJIUH U3 TAKUX BEPOSITHBIX
MOJIXO/IOB JIOJIKEH OBbITh CBSI3aH C MCIIOJIb30BAHUEM KOHIIEIIINU MOpdosornye-
ckoit mutu — mopdonutiu, MH (morphoniche — MN).

B aroit cBg3U 11€7b AAHHON TJIaBBI — TIOTBITKA PAa3BUTH CYIIECTBYIOINIUE
MPEJICTABJIEHUST U OOOCHOBATDH TIOCTPOEHIE HOBOU 3BOJIOIIMOHHO-IKOIOTHYE-
CKOIl KOHIIENINY MOP(MOHUIIHN, XapaKTePU3yIolieil mpeiesibl (PeHOTUITMYECKOM
MJIACTUYHOCTH 0COOEH, IEHOTIONYJIAIUA 1 COOOIECTB (TAKCOIEHOB) Ha OCHOBE
MeTO/I0B TeoMeTpuueckoil Mopdomerpun. Ocoboe BHUMaHUE OyET yAeNeHO
paspaboTke ofIIell METOAOMOTHH 1 KOHKPETHBIX CIOCOOOB OIEHKU COOTHOIIIE-
HUiT MOP(MOIIPOCTPAHCTB, 3aHATHIX MOP(MOHUIIAMU OCO0El, EHOMOMY AL 1
TAKCOIIEHOB, a TaKKe UX U3MEHEHUI B Pa3HbIX €CTECTBEHHBIX U aHTPOIIOTEeHHO
M3MEHEHHBIX YCIOBUAX.

7.1. TPUHHE/JINIMAHCKAA, 9JITOHUNAHCKAA U PUKJIE@CHAHCKAA HUIIN

JIx. Xarunncon (1978) ponosiHUTeIBHO BbIJIEJIWII JIBA BApUAHTA Cerpera-
i H 1o aganranuu BUIOB K PErMOHAIBHBIM aOUOTHYECKUM YCJIOBUAM CPe-
IIbl — «CIIEHOIIO9TUYECKUM> (Scenopoetic) mepeMeHHbIM, KOTOPbIe He CBSI3aHbI
IPYT C IPYTOM ¥ He SIBJISTIOTCS TPUYIMHOIN MEKBUIOBON KOHKYPEHITHH, a TAKXKe K
JIOKAJIBHBIM GMOTHYECKUM XapaKTepUCTHKaM — «6ronomMudeckimM» (bionomic)
nepeMeHHBIM, KOTOPBIE B OTJIUYNE OT MEPBOI TPYIIIBI OTPASKAIOT (DYHKITMOHAIb-
HbIit acriekT DH 1 MOTYT croco6CTBOBATH KOHKYPEHTHBIM OTHOIIEHUAM. C TI0-
3UIUI CTOPOHHUKOB reorpahuIecKoro MOIETUPOBAHUS U KAPTUPOBAHUST HUIII
(Soberén, 2007; Peterson et al., 2011), mepBast rpyIma ycaoBuii MOKeT OBITH
HCMOJIb30BaHa it MojepoBanust «I[purnenanckoil Humy (Grinnellian’
niche), xapakrepusyst HeOOGXOIUMBbIE JIJIsI JKU3HU BU/A PETHOHAIbHbBIC a0HOTH-
ueckue ycaoBust Mectooburtanuii (habitat environment), a Bropyto rpyriy Jio-
KaJIbHBIX (DYHKIIMOHAIBHBIX PecypcoB (Tpodudeckue U Apyrue GUOTHYECKUE
MepeMeHHbBIE) TIPE/IJIATACTCS YUYUTBIBATD IPU MOJICTTUPOBAHUY JIOKAJIBLHOM «IDJI-
tonuanckoit umu» (Eltonian’ niche).

A. Tlerepcon ¢ coasr. (Peterson et al., 2011) Ha ocHOBe HCIIOJB30BAHS
I'NC u metonoB reorpaduueckoro monenupoBanus JH pazsusiu Teoperuye-
CKUE U METOOJIOTUYECKUE TIPEICTABIEHUS] O PA3HBIX IIPOCTPAHCTBEHHBIX Mac-
mrabax Mogesielt aTux Huiil, COBOKYIHOCTD IeMEHTAPHBIX TIPOCTPAHCTBEHHBIX
siyeeK cpefibl OOMTaHusT — 3epeH (grains), yUUTHIBAIONMX KapTorpadudieckoe
pasperenue, obpasyer IpuHHeIMaHCKUE abroTHYecKue (KINMaTO-reorpadu-
Jyeckue) repeMeHHble Ha ocHoBe ['MIC-MomenupoBanus, a Kaxk/aast JOKaJIbHA
sg4eiika (3epHO) B IaHHOM cJIydae TPOCTPAHCTBEHHO CBSI3aHa C JIOKATBHBIMU DJI-
TOHUAHCKUMU OGUOTHYeCKUMH ((DYHKITMOHATLHBIMI ) TTePEMEHHBIMI.
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CootBercTBeHHO [PUHHENTMAHCKAS HUIIA OTPEAEISETCS CIEHOMOITHIEe-
CKUMH TIEPEMEHHBIMU JJIsI BUIOB HA GOJIBIIIX TPOCTPAHCTBAX, a DJITOHMAHCKASI
— OMOHOMUYECKUMU PECYPCHBIMU MEPEMEHHBIMU [IJIsI UX JIOKAJIbHBIX [EHOIIO-
mysgiuii. [TockosbKy yKa3aHHBIX aBTOPOB B MEPBYIO OYepe/lb MHTEPECOBATIO
9K0JIOTO-Teorpaduueckoe IIPOCTPAHCTBEHHOE MomenupoBanne DH, ms mux
0co0y10 BaKHOCTH nMesa [pUHHEUIMAHCKAS HUIIA, a JJITOHUAHCKAST HUIIIA HA
ee ore mpecTaBasAia cOO0ON TOUEUHYIO JIOKANBHYIO Xapaktepuctuky. Mop-
MUPOBaHKe HOBEHINX 1moaxo0B B pycie akomerpuku (Polly et al., 2016), no-
crpoenus taxon-free CWM (community weighted means)-moneneii (Ricotta,
Moretti 2011) u ¢pyHKIMOHANBHOI Groreorpadun Ha OCHOBE TEOMETPUYECKOIL
MOpP(OMETPUN Ha YPOBHE PErMOHAJIbHBIX MeTacoob1iecTs (Inetacommunities) B
aHaJIOruuHoi taxon-free mozenu (Maestri et al., 2018) nokasbiBaioT, 4TO 3aK0-
HOMepHOCTU MOPGOGYHKITMOHATBHOTO OTPAXKEHNS CBONCTB [pUHHENITNAHCKON
1 DJIITOHUAHCKOU 9KOHUII BO MHOTOM CHEIU(DUIHBL.

[Tpenmararo 1OTTOTHUTH HTH IBA TUITA HUII TPEThbUM TUTIOM — Pukiedcran-
CKOIl HUIIIEH, KOTOPasi XapaKTepPU3yeT M0 KOMILTIEKCY MOP(hOJTOTHIECKIX 1 MOP-
hoGYHKITMOHATBHBIX TPU3HAKOB 0C00YI0 KoMIToHEHTY DH, COOTBETCTBYIONIYIO
HaleMy MpeICTaBAeHII0 O MOP(OHMUIIIE M XapaKTePU3YeT aIallTUBHYIO TIaCTHY-
HOCTDb UX (hDeHOMOB B TIPOTIECCE TTPEHATAIBHOTO, HATAILHOTO W TIOCTHATAILHOTO
pasButus. Hamomuio, uto P. Pukiedc oHuM us 1epBbixX 10Ka3al BO3MOKHOCTh
MHOTOMEPHOTO aHAIN3a KOMILJIEKCA MOP(OJOTHIECKUX TTPU3HAKOB JIJIT CPaB-
nenust OH (Ricklefs, Cox, 1977; Ricklefs, Travis, 1980; Ricklefs, Miles, 1994;
Ricklefs, 2010, 2012) u oneHKr MeXBHI0BOI KOHKYpeHInu. Kak n3BecTHO, OH
HCIIONB30BaJ A1 Xapakrepuctuku DH mopdonornueckuii 06bem (morphologi-
cal volume), 3auaToiii opauHaTamu 06bEKTOB (0c0O€il U BUAOBBIX CPEAHNUX) B
MOPGhOIIPOCTPAHCTBE, TIPUYEM B O/IHOI M3 CTATEl BBEJI [IJisI HETO TIOHTHE HIIIIA,
[IOCTaBUB, OJHAKO, BOIIpocuTenbHblil 3Hak (= niche?) (Ricklefs, 2012).

Kax mue nipezcrasmsiercst, Puxiedcnanckas numa (= MopdoHuUIa) 3aHn-
MaeT ITPOMEKYTOTHOE TTOJI0KEHIe MEKIY | PUHHEINAHCKOH 1 DJITOHUAHCKOH
HUIaMu, objaanas npu aToM cobctBeHHbIME cBoiicTBamu (puc. 17). Ha ee dop-
MUPOBaHUE CYIIECTBEHHO BIUSIOT KAK PErMOHATBHBIE CIIEHOMOITUIECKHUE YCII0-
BUsI, TaK U JOCTYIHbIe OMOHOMUYECKIE PECYPChl, HO OHa CIIOCOOHA aIAlITUBHO
U3MEHSTh CBOW (DYHKITMOHAJIBHBIE BO3MOKHOCTH TI0 M3BJIEYCHHUIO MPOCTPAH-
CTBEHHBIX, BPEMEHHBIX, TPODUIECCKUX U APYTUX GHOTHUECKUX PECYPCOB U OT-
YACTH PEryJNPOBATH BO3AECHCTBUS CIIEHOIOITUYECKUX PETHOHATBHBIX YCIOBUI.
B atom cmbiciie Pukiedcenanckas Huima win MOPGOHHUIIA COCOOHA aKTUBHO
U3MEHSTHCSI B OTBET HAa KJIUMaTUdecKue (CIEeHON0dTuIYeCKnue) u Tpohudeckre
(6uoHOMUYECKHE) U3MEHEHUS, T.e. OYKBAIBLHO KOHCTPYUPYsI HUILY (B JaHHOM
ciayuae denom). [locnenriee npsMo COOTHOCUTCS C PAa3BUBAEMBIMU TeOPUEN
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korcrpyuposanust Huimu (TKH) (Laland et al., 2016) npeacrasBienusiMu, cBsi-
3aHHBIMU B OCHOBHOM C BO3MOKHOCTSMHU II0OBEAEHMS, U3MEHSIONIMMU YCIOBHU
obuTaHust 0coOel, TOIyIAUI U COOOIIECTB.

Pernonanbueie ycnosust MopdopazHoobpasue

JlokanbHbIE pecypchl

Cyenonosmuueckue Mopghogynryuonansioie bBuonomuueckue
nepemeHHbvle: nepemenHbvle: nepemenHble:
Kocmuueckoe u3nnyueHue Criextp Moaudukanumit Buotons
MaruuTtHoe nosne MopdoreneTnueckue Buotryeckue pecypest
I'paBuranus TPacKTOpHUHU Buotnueckoe OKpyKeHuHe
Uncomsms Meradenom nomyJsiun/ V6exuma
Kmnmar pernona coobrecTsa/ XUMHYECKHE PecypChl
Tun nangmwadra u gp. METacoo01IeCTBa W 1p.
\ IKoJIornyecKas /
numa (EN)
A
Puxnedcuanckas
A/L uuma (M) ‘\\‘
I'punHeNIHAHCKAs = Mop¢onuma DnrToHHaHCKas
auma (G) 35 aima (E)
KOMOP(OIIOTHSI
Ceorpaduueckoe V DyHKIMOHATbHAS
MOJCITMPOBAHNUE HUILI 3KOM6TpPlKa DKOJIOIUs

Puc. 17. Coornomenne Ipunnennmuanckoit (G), dnronunanckoit (E) u Puknedcnanckoit (M)
HUIIL, UX KPaTKas XapaKTePUCTHKA U B3aUMOCBS3H B T1pejieiax akosorndeckoit Hum (EN).

[Tepectpoiika Puknedcuanckoit uuiiu, cBszannas ¢ MOp(odyHKIMoHAb-
HBIMU M3MEHEHUSIMH, HEU30EKHO BeleT W K M3MEHEHWIO (DYHKI[MOHATBHBIX
CBOIICTB ITPU U3BJIEYEHU T HEOOXOIUMBIX PECYPCOB (PACIITUPEHUIO HKOJIOTHIECKOI
JIUTIEH3UU U/WJIHA CIBUTY HUIIN ), & TAKKe K MOIM(PUKAIIUY TTOBEJIEH:I, HAIleJIeH-
HOTO Ha yJIydieHue ycaoBuil xkusuu ocobeit. [loatomy mipescrasienne o Puk-
nedcraHcKoil HUIIE WM MOP(MOHUIIIE CYIIECTBEHHO JIOTIOJHIET apTyMEHTAINIO
TKH. 3T10 0cobeHHO Ba)KHO B KOHTEKCTE KOHIETIIH PACITUPEHHOTO HBOJIOIHN-
onnoro cunresa (POC) (Carroll, 2008; Laland et al., 2015; Fabregas-Tejeda, Verg-
ara-Silva, 2018), sximouaromeit TKH. ITockonbky POC goryckaer BO3MOKHOCTb
OBICTPBIX CTPECC-UHIYIINPOBAHHBIX BIMUTEHETHUECKUX TIEPECTPOEK, CIIOCOOHBIX
TPAHCTEHEPAIIMOHHO HACJENOBATHCS U U3MEHSITh MOP(OreHEeTUIECKIEe TPAEKTO-
pun (Jablonka, Raz, 2009; Dickins, Rahman, 2012; Laland et al., 2015; Burggren,
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2016; Donelan et al., 2020), To aHa/I13 IIUTEHETHYECKUX U MOP(OTrEHETUYECKIX
n3meHennii Mopdonutm (PukiredcnaHcKoll HUNIM) TEOPETUIECKH TTO3BOJISET
HATIPSIMYTO CBSI3aTh mepecTpoiiky IH B peaslbHOM BpeMEHN ¢ JITTUTETbHBIMU 3BO-
JTIOTIMOHHO-9KOJIOTUIECKUMU TTPOIECCAMU Ha PA3HBIX BPEMEHHBIX OTPE3KAX.

7.2. DEHOM KAK IEPBUYHAS O9KOJOTHYECKAS HUIIA 1
NMHANBUAVAJIDHAA MOP®OHUIIA

B npempiayniux pasienax s CTPEMUIICST MOKA3aTh, YTO MIPU XAPAKTEPUCTUKE
9KOJIOTUYECKON HUIIU YaCTO UCIOJIb3YIOT (DYHKIIMOHAIbIbIE MOP(OIOTHIECKLE
u Mmopdodusuosornueckue npusnaru (Van Valen, 1965; S6s10x08, 1966; [TBapi,
1969; IIuanxa, 1981; Porosumn, 1986; McGill et al., 2006). K takum mnpusnakam
MOKHO OTHECTH OOIIHe pasMepbl ¥ MAccy Tesa, TPOMEPhI KOPMOJOOBIBAIONINX
MOP(OCTPYKTYP, OPraHOB IBUKEHIIS, Pa3Mephbl 1 POPMY JIMCTHEB U PYTUX YACTEN
pacrenuii u ap. MoryT GbITh UCIOIB30BAHBI W Takue MOPGHODYHKIMOHATBHBIE
NPU3HAKY, KaK aOCOJIOTHASI U OTHOCUTEJIbHAS MAcca psijia BHYTPEHHUX OPraHoB
— mopdodusuonorndeckre napukaropbl (IBapi u ap., 1968), abcomorHas u
OTHOCHTEJIbHAS Macca U pa3Mepbl dacteil Tesa HacekoMblX (1lxypuxws, Ocu-
Ha, 2015), mopdodyHKIMOHANBHBIE MaHOYIsIpHbIe MHAeKkchl (Anderson et al.,
2014; Bacuibes u ap., 20206,8) u ap. Vcnosb3oBaHue mogo0HbIX MOPhOdYHK-
[[HOHATbHBIX TIPU3HAKOB 00JIeTYaeT BO3SMOKHOCTD MHTEpITpeTar pasananii H
MEX/y CPaBHUBAaeMbIMU Tpymiamu. [1oaToMy He ciiemyeT yauBISATBCS TOMY, UTO
MIPU 3TOM MOKHO TOBOPUTH O MOP(MOGMYHKITMOHATBHOM KomToHeHTe JH min o
Mopdonwuie (Pukiedcnanckoit HuIlle, CM. BBIIIIE).

Tepmun MophoHUIIA, KaK U UCITOJIb30BaHNE MOP(OJIOTHIECKIX TPU3HAKOB
[IPY CPABHEHUU DKOJIOTUYECKUX HUIIL, He SIBJISIOTCS HOBIIeCTBOM. M iest uctosin-
30BaHUsT MOP(MOTOTHIECKOTO 00bEMa KaK YacTi MOP(MOIPOCTPAHCTBA, 3aHITOTO
opIMHaTaMU 0cobeil WK TeHTPOUJAMU BUJIOB, YKe JABHO M3BECTHA B JAHHOI
obmnactu uccienosanuii (Ricklefs, Travis, 1980; ITasaunos, 2008; Ricklefs, 2010,
2012). BoamokHOCTh cpaBHEHUsS B MOPGhOINpPOCTPaHCTBE MOP(OJIOTHUECKUX
o0bemoB BbIOOPOK (morphological volumes) — Mopdosornyeckux aHajaoron
IH Ha ocHOBe pasHbIX cII0c060B oLeHKH MopdopasHoobpasus (morphological
disparity), nokasaau M. @yt (Foote, 1993, 1994), 1. Opsun (Erwin, 2007) u
N.A. [TaBmuHos (2008).

10.B. Yaitkosckuii (2008) mpeasoxua paccMaTpuBaTh «MOPGhOHUIITNY 1
«(yHkIMoOHUIT> BUIOB: «Ecam B akocucTeMe BHUJ 3aHUMAET 9KOJOTHUECKYTO
HUIITY, TO B CUCTEME BO3MOKHBIX (DOPM, 33JITaHHBIX pehpeHaMI CBOUX MEPOHOB,
OH 3aHUMaeT MOP(OJIOTHUECKYO HUIITY, & B CHCTEME BO3MOKHBIX TIOTPEOHOCTEN
— (YHKIIMOHAJIBLHYIO HUIITY» U Jajiee YTOUHUI <... MOP(OHUIIA — 3TO COBO-
KYITHOCTh CXOJHBIX 4epT cTpoeHust» (c. 372). S He Gy/y KOMMEHTHPOBATh 9TH
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ompeziesieHust, TocKoIbKy To3uiust 10.B. HalikoBCKOTO XOpOTIo MOHSATHA U CO-
OTBETCTBYET PACHPOCTPAHEHHBIM ONTMOOUHBIM Ha MO B3TJISI]I, TPEACTABJICHUSIM
0 3apaHee TPeJICYTECTBYIONIEN «ITyCTON HUIIE», KOTOPYIO MOKET TTPOU3BOJIHLHO
3aHATH TOT WU WHOW BUJ (CM. KOHIIEHIUIO 9KOJOTUYECKON JurieHsnn — IJI
(JleBuenxo, 1993)).

I1.B. Ozepckuii (2015) Toke MCIIOJIB30BAI TEPMUH «MOP(OHUIIAY, ACCO-
LUUPYS €r0 ¢ DKOJOTHUECKON CyOHMIIEN OIpeeleHHON MOPMBI B ITOILY IS
pyroe ymnomunanue tepMuHa MOPQOJOrUYecKas HUIIA BCTPEUEHO HAMU B
matepuasax gokiaazga IO.I. Tlysauenko u A.B. A6pamosa (2011) o takconomu-
YEeCKOM KPAHUOMETPUYECKOM CPAaBHEHUHU 0COOEl HECKOJbKUX BHUJIOB KYHBUX B
Bapaburckoii siecocTernu. ABTOPBI TIPOBEJIM MHOTOMEPHYO OPAMHAIINIO 0cOOeit
PasHBIX BUIOB B 0011eM MOPHOIMPOCTPAHCTBE, yIOTPEOUB TEPMUH MOPHOJIOTH-
YecKast HUIA, KOTOPYIO OTPEAETUIN Kak 0671acTh 001ero Mopdhosornaeckoro
IIPOCTPAHCTBA, 3AHATOTO IPEICTABUTEIIMHI TOTO MM MHOTO BuAa U moJa. Ilo-
CJIEJIHSST MOJIENTb TIOCTPOEHUST MOPMOTOrHYECKUX HUII HarboJIee COrJIacyeTcst ¢
MOpP(OHMUIIEN B HAllleM TIOHUMAHUH, XOTSI ¥ HE B TIOJTHOM 00beMe, HO €€ MOKHO
MCTIOJIb30BATD JIJIST OTIEHKHU CTETIeH! TIePEKPBIBAHVS WJIN CIIET[UATM3AIIAN 9KOJI0-
IMYECKUX HUII BUAOB Ha TEPPUTOPHUN MX COBMECTHOTO OOUTAHUSI.

Hononmio, uto A. Baprocku (Barnosky, 1994), a sBcien s3a uum [I. Don-
taneto ¢ coast. (Fontaneto et al., 2017) ucrnonb3oBann tepmiH MOPGOCKent
(morphoscape) mist 0603HAUEHUST TIOJUTOHA W/WJIN BIIUICOUA U3MEHYHU-
Boctu opaunar (2D, 3D convex hull) smokanbroro coobuiectBa B Mopdorpo-
CTPAHCTBE MPHU XapaKTePUCTUKE 0606EHHON MOP(POTOrMIecKOi KOMIOHEHTBI
6uopaszHoobpasust (BeposaTHO, MOP(HOCKEHTIT Ha PYCCKOM s3bIKE MPABUIbHEE HA-
sbiBaTh Mopdockad). Mopdockad xapakTepusyer pasmMax MopdopasHoobpasus
(magnitude of morphological disparity) coobuiecTs npu xapakTepucTuke 0606-
MEHHO# MOP(OIOrHYecKoil KOMIOHEHTHI GropaszHoobpasus. Panee B pabore
C. Jlesxanap (Legendre, 1986) s aHaamsa MHANBULYAJIbHON U3MEHYMBOCTH
MOP(hOTOTHUECKUX TIAPAMETPOB U WX PaCIpe/eieHns Ha YPOBHE CO0OIIECTBa
6e3 yuera IPUHAIEKHOCTH K TakcoHaM (taxon-free method) mpemosken npy-
TOl TEPMWH — TleHorpaMMa (cenogram).

B xonte XX B. u B Havyasne X XI B. MOSBUINCH HOBBIE TIOIXO/IBI K MHOTOMED-
Hoit xapakrepuctuke DH B Buse runepobbemos (hypervolume) (Barber et al.,
1996; Cornwell et al., 2006; Barros et al., 2016; Blonder, 2019), koTopbie He TOJIb-
ko 1pogosokuan aunuio k. Puxiedcea u ero kosuter (Ricklefs, Travis, 1980;
Ricklefs, Miles, 1994; Ricklefs, 2010, 2012), Ho 1 pa3BUBAIOT HPUHIMIINATIHHO
HOBbIE METO/IBI OI[EHKH WX 0OBEMOB B TIPE/EJIaX BBITYKJIONW 000I0uKn (convex
hull) 1 Mep ux epexpbIBaHKs B IUIIEPIPOCTPAHCTBE ¢ YYETOM IIEJIeH U [1yCTOT
mesky opaunatamu (Blonder, 2018). Bee ato ykasbiBaeT Ha HEOOXOAUMOCTD
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TEPMUHOJIOTHYECKH 0003HAYNTh Mopdosorndeckuii aciekt IH B Mopdornpo-
CTPAHCTBe OT WHANBHUAYYMA 0 COO0TIeCTBA B pexknMe taxon-free (Damuth et
al., 1992; Violle et al., 2012).

[TosToMy TepMHUH MOPGOHUWA HEB3sT CYUTATH TOJBKO HAIIUM U300pe-
teareM. OZHAKO /I HAC BayKHA COMEPIKATETbHASI, KOHIIENITYAIbHAsT CTOPOHA
9TOTO MOHATHSI, ONUPAIOIIEr0Cs HA AIUreHeTHYeCKre U MOPQOreHeTUIecKue
[pejicTaBaeHus 0 (GOPMUPOBAHUKM MOPHOTOTHIECKOT0 Pa3HOOOpasust B HH-
JIUBHUIYAJTbHOM PAa3BUTUU C OMHON CTOPOHBI, U MPEJIOKEHHYIO HAMU MO/IeJb
Puknedcnanckoit nuim (cM. BbIIE), SBJASIONIYIOCS CBA3YONEl Meskay [puH-
HeJUTMAHCKON 1 JaToHnanckoit numamu B nonnMannu A.T. [letepcona c coasr.
(Peterson et al., 2011), ¢ apyroii.

IMockonbky Teopust Koncrpyuposanus vum — TKH (Odling-Smee et al.,
1996, 2003, 2013; Laland et al., 1999, 2016; Erwin, 2008; Odling-Smee, 2009;
Kylafis, Loreau, 2011; Flynn et al., 2013; Callahan et al., 2014) npeanosaraer
AKTUBHYO POJib 0coOell B (hopMUPOBaHUH U coBepiieHcTBOoBaHMM DH 1 cpesp
obuTaHusl, KpaiiHe BayKHBIM MTPEACTABJSETCS M3MEHEHNE U MOP(POTeHETIYECKOE
«KOHCTPYUPOBaHUE» HEOOXOANMBIX JIJIST BEIKUBAHUST MOPGhOMYHKITMOHATBHBIX
BO3MOJKHOCTEI 0cOGell 3a cUeT peaynsaliiy CIEKTPA BOSMOKHBIX a/[allTHBHBIX
Momupukaiuii B mporiecce pazputus. [ysr moTeHIMaIhHO TOCTYITHBIX MOM(hU-
KAl MCTOPUYECKN HAKAIIJTUBACTCH B SIUTEHETUYECKOU CUCTEMe TOIMYJISAIUN
32 CUET TPAHCTEHEPAIMOHHOTO SMHUTEHETUYECKOTO HACHEIOBAHUS W THUPAKU-
poBanus usMenennbix npoduieit JHK, sagatonmx onpegesennbie Mopdore-
HeTUYeCKIe TPAEKTOPUH KaK aJIalITUBHbIE PEAKIIUU Ha TPAHCHOPMALIUU CPebl
(Jablonka, Raz, 2009; Paszkowski, Grossniklaus, 2011; Schmitz et al., 2011,
2013; Becker,Weigel, 2012; Burggren, 2016; Boskovi, Rando, 2018).

B uem cocrout criennduka naiero mpezcrasienus o mopdouurie? [loguep-
KHY, 4T0 MOP(hOHHUIIA TIPECTABIISIET OO0 caMocTosITeIbHYI0 YacTh IH — ocobyro
ee KOMIIOHEHTY, KOTOPYIO (DOPMAIBHO MOKHO IIPOTUBOIIOCTABUTD JAPYTUM KOMIIO-
HEHTaM, XapaKTepU3YIOIINM COBOKYTHYIO pecypcHyio JH: mpocTpancTBEeHHYTO,
BPEMEHHYI0, TPODIIECKYI0, GHOTHYECKYIO, 2 B TIOCJAEIHIE TOABI CPE0oOpasyio-
nryio: GyHKIMOHATBHYIO 1 oBesieHdeckyio DH. Hamomsro, 9aTo MHOTHE aBTOPBI
HOJIATAIOT, YTO 9TH KOMIIOHEHTBI HUIIN OTHOCHUTEIbHO HesaBucumbl (Hutchinson,
1965b, 1978; Wiens, 1982; Porosun, 1986; Patteson et al., 2011).

Oaxtrueckn mopdonuma (Puknedcnanckas Huima) — 9T0 MEPBUYHAS,
6asoBast wactb IH. Bee mpoure KOMIIOHEHTBI 9KOJIOTHUYECKOW Hutm (HeoOX0-
JIMMBIE PECYPCHI, BKJIIOUAst TIPUTOAHBIE PETUOHAIbHBIE YCIOBUS, T.€. Kak OMOHO-
MUYECKHE, TAaK 1 CIIEHOIIOITUYECKHUE TEPEMEHHBIE ) CJIe/IyeT OTHECTH K KaTeTOPUn
Bropuunoil IH. {1 nosrararo, uTo pecypcamu ocobeit KOHKPETHOTO BUIa B MHOTO-
MEPHO# MOJIE/IN HUIIIU SIBJISIIOTCS HE TOJIBKO BCE PECYPCHI U YCJIOBUSI OOUTaHNS,
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HO ¥ B KauecTBe 0cOOOTO pecypca caM BUIOBOW (heHOM Ha PasHbIX 3Talax ero
Pa3BUTHSI.

COBOKYITHOCTH CBOICTB MEPBUYHON 1 BTOpruHOI HUlll (Pexmmbcnanckoi,
a Takke [PUHHEIMAHCKON U DJITOHUAHCKOI HUIT) GopMupyeT 0000IEHHYO
IH. B arom orromennn Mmopdonuiia (MH) He TOJbKO He paBHA 0600IIEHHOIT
sronuiie (OOH), HO Becerga o6pasyer TOJBKO YacTh ee rurnepodbema. JIpyroit
Baxkublil actiekT MH cocTout B TOM, 4TO €e (peHoTUIIMUECKAS TITTACTUYHOCTD T10-
TEHITUATBHO OTPaHUYEeHA BOSMOKHOCTSIMHU STTUTEHETUUYECKOI 1 MOP(OTeHeTHYe-
CKOI CHCTEM, UCTOPUYECKU U (hUJIOTEHETUYECKU C(HOPMUPOBAHHBIX B €IMHOH 110
MIPOUCXOKIEHUIO TTPUPOIHON MOMYJISIINN /TIEHOTIOTY IS,

B naiem nmoHumMaHuu, KOTOpPOE ONMUPAETCST HA MHOTOJIETHUE TIOYJISIITUOH-
Hele penorenernyeckue ucciaenoBanus (Bacuibes, 2005, 2009; Bacuibes, Ba-
cunbesa, 2009; Bacuibes u ap., 20180), kaxknas 0codb criocoOHaA peanin3oBaTh
oTpe/leJIeHHbIT MHBAPUAHTHBIN /U1 TIPeICTaBUTe el TaHHON JIOKAJIbHOU TIOITy-
Jisiiun auanasoH (Beep) onroreHernueckux (Alberch, 1980; Mina et al., 1996a;
Muna, 2010) 1 Ha TTpe- 1 TOCTHATATTLHOM 3TaIlax OHTOTeHe3a — MopdoreHeTnye-
ckux (Bacuibes u z1p., 20186, 20206) TpaekTopuii passutus. Panee Mbl onpezie-
sy (Bacuibes, 2005, 2009) M38MEHUHBOCTD KaK PEATU3AINI0 00YCIOBICHHBIX
HOMYJIAIMOHHON SIUTEHETUYECKON CUCTEMOM JOMYCTUMbIX IIPEAENIOB IPeod-
pasoBanusg MopdocTpyKTyp. [loaTOMY B OHTOTE€HE3€ OCYIIECTBISETCS MPOIece
WHIWBULYATHHOTO BOILIONIECHUS MOTYIAIIMOHHOTO TEHOMA U 3NTUTeHOMA B (heHO-
MaX 0co0eil B COOTBETCTBUM € UCTOPUYECKH HAKOILJIEHHBIM CIIEKTPOM I'eHeTnye-
CKM M STTUTEHETHYECKN 3a/TaHHBIX BEPOSITHOCTEN OCYIECTBAEHHST NMEIOIIETOCsT
myJ1a MoguUKaInii, T.e. Kpeona u cyOKkpeonos. Boibop ux peannsanuy 3aBUCUT
OT CUCTEMBI AMMUTEHETHIECKIX TTOPOTOB M CKJIAIBIBATONIECS KOHCTEISIINN aK-
TyaJbHBIX AKOJOTUYECKUX ycaoBuil (puc. 18).

Xopomo ussectro (Zuckerkandl, 2002), uTo He caMu TeHbI B3aUMOAENHCTBY-
10T JIPYT C JIPYTOM, & MX TPOJYKTbL. DTU <«HA/r€HETUUYECKUE» B3aUMOJIEHCTBIS
POAYKTOB PadOThl TeHOB COOCTBEHHO M HA3bIBAIOTCS IIMTEHETHYECKUMU U 00e-
CIIEYHBAIOT BECh CIIOKHEHIIUI TPoLiece caMOCOOPKU OPraHU3Ma, T.e. <Pa3BUTHE
¢ HOBOOOpa3OBaHUEM», WJIH JIUTEHe3, Kak ero onpeaenau emje Kacmap Dpu-
npux Boibd B 1764 1. IniureHeTnka, co3fanHast B cepeiHe mporroro Beka K.X.
YomauHurtonoM, XOpoIIo coryacyercs ¢ «amurene3om» K.D. Boabda u cBsgzana
C COBPEMEHHOU MoJteKyIsapHoil anurenetukoit (Bacuibes, 2005, 2009; dmmuc u
Ip., 2010). TToguepkHy etiie pas, 4To (eHOMBI 0COOEH B MOMYJISIINH PEATH3YIOT-
s € 33/IaHHO BEPOSITHOCTBIO, KOTOPAs OIpe/ieieHa CUCTEMOH aTTUTeHETUYECKUX
MTOPOTOB U UCTOPUUYECKU (DOPMUPYETCS Y JAHHOTO BU/IA B KOHKPETHOM PErHOHE.
INUTEeHeTHIEeCKasT CUCTEMA Ha BCEX HTAlax PasBUTHS PETYINPYeT (DYHKITMOHU-
pOBaHKE TeHOMA, 3aIlyCKast OJ[HH IIPOLECChI U OJOKUPYS APyTUe. DIUreHes —3To
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DOEHOM

JlateHnTHBIE |_A nanTHBHAS | PeanuzoBaHHbIE
MHATAMTHBHEIE | UHAIANTHBHBIE

MOph0o3bL HOopma | MOpP(H 036l

+

3anpeiduubie
MOp(i)O?LI

\
\

Mopdorenes

SITMI'EHOM

Puc. 18. dnurenernueckast peryJisiisa MopdoreHesa Ipu pa3BUTHU B PUKCHPOBAHHBIX CPELIO-
BBIX YCJIOBUSX JIOMYCTUMBIX (heHOMOB momryiannn. Ilokazane! «<MopdoreneTndecKue TpaeKTo-
pum» HopMHUPOBaHIsT OCHOBHOTO — Hanbosiee BEPOSTHOTO MyTH Pa3BUTHsI (Kpeoja) U Beepa
HOTEHIMATbHBIX MHBAPUAHTHBIX /ISl BCeX 0cobell myTeit — Moudukanuii (cyOKpeoioB), ubi
TPAeKTOPHHN BeAYT K HOPMAJTBHBIM (B IIpeziesiaX /[allTHBHOI HOPMBI), a TAaKyKe MHAJAII THBHBIM
(peanusyeMbIM) U JIATEHTHBIM (CKPBITBIM) MOPQ0o3aM. YKasaHbl TaKKe «3allpelieHHble» (JIe-
TaslbHbIE) TPAEKTOPUH Pa3BUTNS, HepealnsyeMble HI IIPH KaKUX yCITOBHAX.

MIPOrPAaMMUPOBAHHBIN PEKYPPEHTHBIN TIPOIIECC, KOTA JOCTUTHYTHIE B OTIPEIe-
JIEHHBIE MOMEHTBI PE3YJIBTAaThl PA3BUTHS CJIYKAT MOPOTOBBIMU YCJIOBUSMHU IS
HIIUTEHETUYECKOTO 3allyCKa WM OJIOKMPOBKU JAJbHEUITNX MOpdoreHeTnye-
CKUX MOJIIPOrpamMM, peryupyembix armurenomom (Bacuibes, 2005). Iloatomy
TeHOM HCIIOJIb3YETCS «IMUTeHEeTUYECKON MalIMHO» (TepMUH «epigenetic ma-
chine» npepnoxun 3. Iykepranmn — Zuckerkandl, 2002) kak morenunanbHbIil
uHMGOPMAIIMOHHBI CKJTajl (QYHKIUE 1 PENenTyp /st CHHTE3a HEOOXOAUMBIX JIJIst
caMocOOPKH OpraHu3Ma MOJIEKYIApHbIX coequnennii (Boussau, Daubin, 2009).

Baarogapst coGCTBEHHON «aKTHBHOCTH» (heHOMBI CIIOCOOHBI M3MEHUTD BbI-
60p MOphOreHeTHYECKOI TPAEKTOPUN 1 MOAUGDHUIINPOBATD TyTh PA3BUTHUSI, UTO
coorBercTBYeT npejcrasienuam o TKH — Teopun koHCTpympoBaHUS HUIIN
(cM. BbIIIIE) IPUMEHUTENBHO K MTPOIECCY PA3BUTHUSI caMOTO (heHOoMa — WHIUBU-
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JyaJIbHO# afaliTuBHON MophodyHKIIMOHATIBHON 06ooukn ocobu. Het cmbic-
Jla HATIOMUHATH O TOM, KaK MOKET MOAU(DUIINPOBATLCS U U3MEHUTHCS (HeHOM
B3POCJIOTO YeJIOBEKA, aKTUBHO M WHTEHCHUBHO 3aHUMAIOIIETOCS CIIOPTOM WJIN
«OOIMONIIITMHTOM .

Mopgonua, kKaxk MHE TIPECTABISIETCST, — HTO YaCTh PECYPCHON 9KOJOTH-
YeCKOW HUINMN B ee MHOTOMEDPHOW MOJIEH, XapaKTepusyIolas JOIMyCTUMBIE 1
peaM30BaHHble Ipefeabl (PEHOTUIINYECKON ILIACTUYHOCTH CUHTOIHBIX OMO-
sorugecknx 00bexToB. C 0AHOI CTOPOHBI, MOP(GOHUIIA — MHOIOMEPHAs Xa-
pakTepucTuka MoOpGOJIOruUecKoro o0auka (CTpYKTypbl, GOPMbL U Pa3MePOB)
OTZENBHBIX 0CO0Eii, EHOMOMY IS N cooOUecTB (TaKCOIEHOB), ¢ APYTroii
— obyracTh 3aHATOrO WX OpAMHaTaMu MopdorpocTpancTBa (Mopdosornye-
ckuii Tuiepodbem). B mocieqHeM ciydae oHa IIPSMO acCOLUUPYETCsT ¢ HUIIeit
(cm. Ricklefs, Travis, 1980; ITaBaunos, 2008; Ricklefs, 2012). Huma — Hekoe
MIPOCTPAHCTBO (BMECTUJIUIIE), TOITOMY MOP(OHHUIIIA HTO YaCTh MHOTOMEPHOTO
MOP(}OITPOCTPAHCTBA, OTPAHUYEHHOTO MpefeaMy JOTYCTUMON (heHOTUITNYe-
CKOM IJTACTUIHOCTH PAaCCMaTPUBAEMBIX MOP(MOCTPYKTYP IS JaHHO 0COOM TN
TPYTITBI 0COGET.

s1 Bo muoroM coruacer ¢ T. V. Ilen6porom (1986), cunrtapumm, uto «ITpu
MTOMOIIXA MOP(hOTOTUIECKUX WHANKATOPOB, BEPOSTHO, MOXKHO IOCTATOYHO a/leK-
BAaTHO OTPA3UTh B3AaUMHOE PACIIOJIOKEHNE TIEHTPOB AKOJIOTMYECKUX HUIIT B ITPO-
CTPAHCTBE PECYPCOB, TaK KaK CBSI3b MEK/Y IKOJOTHUECKUME OCOOEHHOCTSIMU
SKUBOTHBIX U 06€CIIeunBaIOIUMK 9TH 0COOEHHOCTH MOP(POJOrHYECKUMU CTPYK-
TypaMu SBJISETCS OOIMIMM MTPaBUIOM (XOTSI M3 HEro U BO3MOKHBI UCKJIIOYEHUS,
CBsI3aHHBIE C TOJU(DYHKITMOHAIBHOCTBIO MOP(hOJIOTHYECKUX CTPYKTYP)» (c. 14).
Brickazannast Ban Banenom (Van Valen, 1965) nuieBas BapualiioHHasi THIIO-
tesa — HBT (niche variation hypothesis — NVH) — npeanosaraer, 4to yBe-
JIMYeHNe HIMPUHBL HOMYJISIMOHHON HUIIK CBA3aHO ¢ G0Jiee BICOKOI CTEIIeHbIO
WHAVMBUIYATBHON clieluain3anun. BeposiTHo, UMEHHO Ha OCHOBAHUU ITOM TH-
norespr I. V. IIIenGpoT gasee npuiies K 3akJ0ueHnio, 9to «I[IpuMenenne Mop-
(bosormueckux MHAMKATOPOB JIJIsI OTIPE/IEJICHIS ITUPUHBI U TIePEKPbIBAHIS HUII
MIPEJICTABJISIETCS BEChMa COMHUTEbHBIM, TIOCKOJIbKY THUTIOTE3a CBSI3U aMILITUTY -
ZIbI MOP(OJIOTUIECKON UBMEHYMBOCTH C IMUPUHOW HUTIIH TIPE/TIOJIATAET, 9TO MO0-
MYJISIIIAEA COCTOSIT M3 HAOOPOB Y3KOCHEIIHATN3UPOBAHHBIX (DEHOTHIIOB, TIPHUYEM
JIMAIa30Hbl 9TUX HAOOPOB TeM 0oJiblie, ueM mupe Huias (¢. 14). Oxnako [Ix.
Poyrapzen (Roughgarden, 1974) na npumepe sttiiepuit pojia Anolis mokasait, 4o
UHIUBU/yaJIbHbIE PA3inuust Mesky BesmunHoil IH MoryT ObITh KpaiiHe MaJibl,
[lpyrue uccaenoBareny MpUILIN K 3aKTIOYCHUTO, YTO WHAUBULYATbHAS CIICIIH-
aJM3aInst MOJKET BaPhbUPOBATh OT BU/A K BU/LY U OT TIOMYJISIITAH K TTOTYJISIIINH 1
3aBUCHUT OT (PUBMOTOTUUECKUX, TIOBEEHUYECKNX W IKOJOTHIECKUX MEXAaHU3MOB,
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CTOCOBCTBYIONMUX BHY TPUTIONYIsAionHO T n3mernumBocTi (Bolnick et al., 2003).
Tem He MeHee B 9KOJOTUYECKUX MCCIACTOBAHUSAX WHAMBUAYATHHBIX Tpohude-
CKUX HUII HEJaBHUX JIET, OCHOBAHHBIX HA IPUMEHEHUN CTaOUIBHBIX H30TOIIOB
a3oTa M yIJiepo/ia, B MOMYJIAINMUAX Pa3HbIX BUIOB (B TOM YNCJIE MPEICTABUTEISIX
pbIO U TITUIT) BBISIBIEHA BBICOKAsI MHAMBUIYyAIbHAst TPO(UUECKAsT ClIEInan3a-
st (Maldonado et al., 2017). 3To cormacyercst ¢ TUNIOTE30il BapUaIliy HUII
(NVH) Ha ¢yHKIIMOHATBHOM yPOBHE, TI03BOJIAS COTJIACUTDLCS, YTO YBEJIUUYECHUE
HIUPUHBI TOYJIAIIMOHHON HUIIU CBSI3aHO € 60Jiee BBICOKUMU TIOKA3ATENAMU HH-
JIUBUIYAJIbHON (PYHKIIMOHAIBHON CIIeIUATI3AIIH.

Cuenyer Takxke ormeruth uccieposanue P Puxiedca (Ricklefs, 2012),
BBITIOJTHEHHOE HA MPUMEPE MHOTOMEPHOTO MOP(MOMETPUYECKOTO CPABHEHUS
MpeJICTaBUTENEl OTPsiia BOPOOBUHBIX YMEPEHHBIX ITHPOT U TPOTUKOB. OH 06Ha-
PYJKHIIT, 4TO, BOTIPEKU HEOOXOANMOCTH COOTIOICHYIS TPABIIIA PABHOMEPHOTO pac-
CEeMBAHUS IIEHTPOUIOB BUIOB B 061IeM MOP(HOMPOCTPAHCTBE, 06ECTIEUNBAIOTIIETO
CHIDKEHUE KOHKYPEHITIH, H0JTee TIOTHOE PacTipe/iesieHIe OPANHATHI BUIOB Me-
ioT B menTpe 3D cdepbr — 061mero MophompocTpaHCTBa, MOCTPOEHHOTO B0
MIEPBBIX TPEX TJIABHBIX KOMITOHEHT. P. Pukiiedc mpuiies K 3aKI0YEHUTO, 9TO HTO
SIBJIEHNe, O3HAYaoIIee BO3MOKHOCTh 3HAUNTEIBHOTO TTePEKPBIBAHMUS TPodude-
ckux HUMI (0COOEHHO B TPOMUKAX), MOJIKHO OBITH CBSI3aHO ¢ MYJIBTU(DYHKIIU-
OHAJTBHOCTHIO MOPHOCTPYKTYP U U3OBLITKOM 00beKTOB TnTanus. [lociennee He
omnposepraer HBI, Ho yacTnuHO el TPOTUBOPEUNT 1 yKa3bIBaeT Ha TO, YTO JIeH-
CTBUTEJIHHO HEJIb3sI MPSIMOJUHENHO MEPEHOCUTD AUANA30H MOPGHOJIOTHIECKITX
Pa3IMUUil HA PA3IUYUS MEXKIY APYTHUMU KOMIIOHEHTAMU 9KOJIOTUYECKOU HIIIH.
B To ke Bpems A. Cammnaiio ¢ coast. (Sampaio et al., 2013) #a npumepe Taxco-
HOMUYECKN OIN3KUX IIUXJIUAOBBIX PHIO BhISABJICHA MPSAMAast B3AUMOCBA3h MEK/LY
MOPGhOJIOTHEN PBIO U UCTIOIB30BAHUEM MPOCTPAHCTBEHHBIX U KOPMOBBIX PECyP-
COB KaK Ha MEXBHOBOM, TaK U HA BHYTPUBHUIOBOM YPOBHSIX. JTO, HAIIPOTUB,
YKa3bIBaeT Ha BOSMOKHOCTD OIIEHUBATH CTPYKTYPY COOOIIECTB U OCOGEHHOCTH
MTPOCTPAHCTBEHHON W TPO(PUYECKON HUII 110 U3MEHYUBOCTU MOPGhODYHKITNIO-
HAJTBHBIX TIPU3HAKOB. llpnyemM mpu yuyere BHYTPUBHUAOBOH MOPGOJIOTHTIECKOI
HU3MEHYMBOCTH TOYHOCTH KOCBEHHBIX o1lenok DH Bozpacraet (Violle et al., 2012;
Sampaio et al., 2013).

TaxuM 06pas3oM, He CJEIyeT TPHUIAEPKUBATHCS YIPOIIEHHON TPAKTOBKH
IPSIMOI CBS3M MEKIY MOP(OJIOTHYECKON N3MEHUYNBOCTRIO U PeCypCHO-(haKTo-
pUaThbHBIMU KOMITOHeHTaMU JH, HO oTocpeioBaHHas CBSA3b MEK/LY HUMU, HECO-
MHeHHO, cyniectByeT (cM. Ricklefs, Miles, 1994; Sampaio et al., 2013). TTosaTomy
g TmoJiaraio, 9YTo MOp(MOJOruuecKnii acreKkT CpaBHEHUS HUIM — MOPMOOHUIIA
— XapaKTepusyeT CaMOCTOSTETbHYIO MOPPODYHKIINOHATIBHYIO KOMIIOHEHTY —
Puknedcuanckyio Hulry, 3aHUMAIONIYIO IPOMEKYTOUHOE MOJIOKEHUE MENKTY
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I'punHemanckoit u daronranckoit Humamu (Soberon, 2007; Peterson et al.,
2011).

[Ipu mepBOHAYAIBLHOI XapaKTEPUCTUKE CYNTHOCTH TIOHSATUS MOP(OHUIIA
MBI HCIosb3yeM noustre derom (phenome), BBemenroe Bepruapmom [IoBu-
com B 1949 r. (B.D. Davis). Konnenrryanpto denom (D), B MoeM TOHIMAHUH,
npezcraBasier co00M BCIO COBOKYIIHOCTH CBOMCTB 0COOH, AMHAMUYECKU 1IPE0s-
Pa3yIONINXCsl B OHTOTeHEe3€e OT 3UrOThI 10 CEHUIbHOTO COCTOSTHUSI, BKJIIOYAsT BCE
CyOKJIETOUHbBIE, KJIETOUHbIE, TKAHEBbIE, OpraHHbie, MOPHOPUIUONOTHUECKIE 1
3TOJIOTUYECKUE YEPThI, KOTOPBIE CJIY;KAT HEOOXOAUMbBIMU PECYpcamMul JIJIst MOJI-
JIepsKaHus ee JKU3HU M yYacTusl B pa3MHOKeHUI. MHe IPeICTaBIIsSIeTCs], YTO UC-
X0/l M3 MOJIEJI MHOTOMEDPHOI 9KOJIOTUYECKON HUIIN MOKHO PacCMaTpHUBATh
D Kak MepBUYHYIO IKOJOTHIECKYIO HUITY 0COOH, €e PECYPCHYIO 0O0I0UKY, TO-
3BOJIIONIYIO 06ECTIEYNBATH AaBTOHOMHOCTb, TETIOCTHOCTB, OOMEH BEIECTB Kak
BHYTPH Hee, TaK U C OKPY>KaloIIell CpeIoii, oJ/Iep;KUBas ee B YCTOWIIBOM HEPaB-
HOBECHOM TEPMOJMHAMHYECKOM cocTosinuu, npucyiieM ;Kusau (bBayap, 1935;
ITpurosxux, Crenrepe, 1986). MeroM 0cobu J11060r0 BUAA — 9TO UCTOPUUECKH
JUTUTETTBHO (POPMUPYEMBIN MHOTO(MYHKITHOHAIBHBINA «OHOMHCTPYMEHT>, BBITIOJ-
HSIONIWMI B MOIMYJISIIIAU U COOOIIECTBE HEOOXOANMBIE IKOJOTHYeCKUe (DYHKITUH,
[JIABHBIM 00Pa3oM TPOGHUUECKIE, PENPOAYKTUBHBIE 1 CPEL00OPA3YIOIIIHE.

DenoM — BakHEHIIMI cpesooOpasyoInil Pecype A CYIEeCTBOBAHUS U
nojiepsKanust cCOOCTBEHHOTO TeHOMa U anmureHoMa ocoOu. TIpenessl Bapbupo-
BaHusd (heHOMA — <aJANTUBHAS HOPMa» (IUPUHA «HOPMBI peakimy — NoR)
— CHCTEeMHO OTpaHUYEHbI 1 COATaHCHPOBAHBI ATTUTEHETUYECKUMU U MOP(OTeHe-
TUYECKMMHU TIPOTIECCAMY, YHUKATBHBIMU JIJII 0OCOOEH JAHHOTO BUA W Pa3jinya-
IONMUCST Y Pa3HBIX BUIOB. BujoBoit M mpezcraBisier co60il KOMITPOMUCCHOE
CHCTEMHOE PellieHre KaK JIjisi CAMOTO HOCUTEJNsE — OCOOU JAHHOTO BHJA, TaK U
GUOTHYECKOTO COOOIIECTBA, YJIEHOM KOTOPOTO BUJL stByisieTcst. [Toaromy M oco-
6u o60ro BUla B CTPYKTYPHO-(DYHKIIMOHATBHOM OTHOIIEHUY HA BCEX HTAIax
OHTOTEHE3a «CTPEMUTCST» COOTBETCTBOBATH «TPEOOBAHUSAM» HE TONBKO CBOETO
BU/IA, HO U BCETO JIOKATLHOTO GHOTUYECKOTO COOOIIECTBA.

B sTom cmbicsie @D elicTBUTENHHO (DYHKITMOHUPYET KaK MEPBUYHAS HKOJIO-
rUYecKast HUllia 1 00ecredrBaeT JOCTYTHOCTh BTOPUYHON 9KOJOTHYECKON HUTIN
— OKPY’KaroIuX 0co0b (PU3UUECKUX, XUMUICCKUX U OMOJOTHUECKUX YCJIOBUE 1
PECYPCOB, BKJIIOUAsI BCE IOCTYITHbIE KOMITOHEHTHI OMOTBI U MTPEICTAaBUTEICH CBO-
ero Buzia. HeoOX0MMO TIOIUEPKHY Th, YTO BHYTPEHHUE OGUOTHUYECKIE BKIIOUEHIIST
B (heHOM (MUKPOOUOM, TTAPA3UTUIECKIE, CUMOMOTHYECKUE U JIPYTHE OPTaHI3MBI),
KOTOPbIE UMEIOT UHBIE COOCTBEHHBIE TEHOM U (DEHOM, TaKKe CIIEYET PACCMATPU-
BaTh KaK BHEITHUE OMOTHYECKUE PECYPCHI, KOTOPbIE BIMSIOT Ha (DYHKITHOHUPOBA-
HU€ IEPBUYHON 9KOJIOrMYeCKON HUIIU — (heHoMa 0coOU JAHHOTO BH/IA.
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CiiezioBaresibHO, Kak OMOTUYECKHE B3auMOEHCTBUS (DEHOMOB PasHBIX BU-
JIOB, TaK W TOTEHIMAJ STHUTEHETUYECKUX U MOP(MOTEHETHUECKUX TEPECTPOEK
KOHKPETHBIX BUJIOB UKTYIOT HEOOXOAUMBIE KOHTYPBI MEPBUUHON 9KOIOTHUE-
CKOI HUIIIU — CTPYKTYPY U DyHKIUU (heHOMA Y3Ke CYIECTBYIOIIEr0 UM HOBO-
ro Bujia. CrucTeMHbIe [[EHOTHYECKUE OTHOIIEHUST 0OECTIEUMBAIOT CIOKHEUTITUI
HepapxXuuecKy MHOTOSIPYCHBII U MHOTOBU/IOBO# OaslaHC MEKY TPeOOBAHUSIMU
K YCTOIYMBOMY COXPAHEHWIO W BOCIPOU3BOJICTBY OGUOJIOTHYECKUX COOOIIECTB,
C OJIHOM CTOPOHBI, U CTPYKTYPOU u pyHKInell (heHOMOB UX BUJIOBBIX TIPE/ICTA-
BUTEJIEN, ¢ APYTrOil. DTOT MCTOPUYECKH [JIUTETbHbBII MTEPATUBHBIN IPOIECC
B3aMHOI TIOJTOHKYM HANPABJSAETCS B TEPBYIO OYePeb OHOIEHOTHYECKUMU
OTHOIIEHUSIMU U KJIMMATUYECKUMU (DIYKTyalusaIMu. B To ke BpeMsT KasKblil
BUJI «CTPEMUTCsT» 0OBIBATH pecypehbl Gosiee ahHEKTUBHO, YTO BBHIPAKAETCS B
M3MEHEHNNU ero CTPOeHUs W (YHKIMOHUPOBAHM M BEKTOPU3YeET JabHeHIIne
HaIpaBJIeHNs NCTOPUYECKUX U3MeHeHUl ero (penoma. /[pyruMu cioBamu, BT
«CTPEMUTCST», UBMEHSISI CBOTIO TMIEPBUYHYIO 9KOJOTHIECKYIO HUITY — (hEHOM, BHI-
HTH U3-TI0JT JKECTKOTO IEHOTUYECKOTO KOHTPOJISL. Ecim Bumy Takoe «ymaeTcs»,
TO OH MOKET OUeHb ObICTPO (MHOT/A WHAAANTHBHO, B TonnManun A.I1. Pacau-
npraa (1986) u3MeHUThCS, @ B UHBIX CJIYJYasX Jake CTaTh HOBBIM BUIOM C BBICO-
KMM MaKPO3BOJIIOIMOHHBIM HoTernuaiom (Mayr, 1982; McPeek, 2007; Renaud,
Auffray, 2013; Minelli, 2015). Boicokasi ckopocTh 1peobpasoBatuii ero penoma
MOTEHITHAJIBHO BEPOSTHA TIPH OTCYTCTBUM WJIN OCTAOJEHUN HUBEJUPYIOIIETO
neHotnyeckoro napienus (ARepuxun, 2003).

[Tockomnbky @ B I€PBYIO OYepPelb BOCTIPHHUMAETCST KAK MOP(OJIOrnIecKuii
win Mopdodusnosornyeckrii 06JMK 0co0KM Ha BCEX dTalax ee PasBUTHsA, OH
HA MaKpPOypPOBHE MOXKeT PACCMATPUBATHCS KaK MHIMBHUIyadbHas MOpP(OIoru-
veckast win Mopdodusnonornyeckas HUIa — UHOUBUOYANbHASL MOPPOHUMLA
(1IM), i-mopdonmuina. B camom ob1iem Brjie i-MOPHOHUIITY MOKHO ONPEICUTh
KaK COBOKYITHOCTb BCE€X MOP(ODU3NOIOrMIECKIX U 9KOJOTUIECKUX, BKIIOYAs
HTOJIOTHYECKHUE, B TOM YHCIIE CPEeno0oOpasyoIux, MPOABIeHUH heHoma, oTpa-
JKAIOMNX €T0 PECYPCHYIO AUHAMUYECKYI0 0OO0JOUKY, 0OECIeUnBAIONIYIO0 aBTO-
HOMHOCTb, [1€JOCTHOCTb, 0OMEH BEIIECTB Kak BHYTPU Hee, TAK U ¢ OKPYsKaIoNIei
Cpemo.

XopommM TpUMepoM i-MOP(hOHUIIN SBJISIETCS PasHOOOpasne pasMepoB,
(hOPMBI 1 CTPYKTYPBI JIUCTHEB, B3SITHIX € OMPEAETCHHON YaCTH TT0OETOB Pa3HBIX
yacTell KPOHBI B3POCJOTO JiepeBa KaK MOMYJSPHOTO opraHuama. [1ockosbky
alpyuopyu e€CThb BHYTPUUHIMBUIYyATbHAS W3MEHUYMBOCTD JUCTHEB KAaK MeTame-
POB, 00yCJIOBJICHHAST Pa3HBIMU (DYHKIMSIMU W YCJIOBUSMU Pa3BUTUsT (HAIIPU-
Mep, TEHEBbBIE U CBETOBBIE JIUCTDST), TO UX MOP(OJIOTUST OTPaKaeT 0COOEHHOCTH
9KOJIOTHYECKON HUIIN KOHKPETHOTO jepeBa. IIpum MHOTOMEpHOM aHaiu3e 1o

121



A.l Bacunves KOHIEIII[UA MOPDOHUIIIN...

KOMTLIIEKCY MOP(hOJOTHIECKNX TTPU3HAKOB (HAIIPUMEpP, METO/IOM TJIABHBIX KOM-
noHeHT — Principal components) opArHATHI OTAETBHBIX JIUCTHEB 0OPA3YIOT B
061eM MopgoIpocTpaHcTBe HeKkuii runepodbeM. JaHHyio MOjeIb WHAUBUILY-
asbHO Mopdonutiu (IM) u ee CBsI3b ¢ IPYTUMEU HepapXudecKu 6oJiee BBICOKU-
MU MOP(MOHUTIIAMHY TTOMYJISIIUI U TAKCOI[EHA MOKHO TTPEICTABUTD B BUjie 001Iel
cxeMbl (puc. 19a).

Mopdouumm
O -umM

Puc. 19. KonuenryaibHast cxeMa wepapxun MOphOHUII Ha ypoBHE 0cobu (), TeHONOMyJIsi-
1 /monysstian (6) ¥ Takconena/coobuiecTBa (B) ¢ y4€TOM B3aUMOCBS3€CH MEKLY HUMM.
O6osnauenus mopdonuir: UM — unausuayasibias, [IM — LeHOIONYIAUMOHHAA /OIS~
nuonHasi, [IM — 1ieHotuyeckasi / TaKCOIEHOTHYECKAsT; P — PeaTn30BaHHAs, 11 — MOTEHI[UATb-
Has; A1-A3 — ocu 3D-MopdonpocTpaHcTBa, B KOTOPOM pa3MeleHbl OPAMHATHI U IIEHTPOUIBI
LEHOTIONY AN, (DOPMUPYIONIMX TaKCcOlleH (11eHO03); NITPUXOBOIl JIMHKMEN OKOHTYPEHbI 1ie-
HoTHueckre Mopdonuim. IIpUHSITBIE CUMBOJIBL: KPYKKH — OPANHATHI 0COO€l, 3Be3/IbI — Tie-
HOTpOM/Ibl peasin3oBaHHbIX [TM, 3Be3/1bl B Kpys>KKax — HeHTpou/ bl peannsoBanHoil (pLIM) u
norennuanbioil (mllM) nenotudeckux Mopdonuir. Mozesnb B Buje moinszipa (a) osHadaer
pea30BaHHYIO MHANBUAYJIbHYIO Mopdonutny dernoma (pVIM), koTopas momMernieHa BHyTPH
cepbl, COOTBETCTBYIONIEH TTOTEHIIMAIBbHOM nHAMBUAYaIbHON Mopdonuie (n1MIM) B Mmopdo-
pocTpaHcTBe 0co6Hu, 06pasoBaHHOM ocsiMu A1 — A3.

B mpocTtpancTBe mepBBIX TpexX TJIABHBIX KOMIIOHEHT, Ha JIOJII0 KOTOPBIX
OOBIYHO TIPUXOAUTCS HAUOOJIBINAST U3MEHUYUBOCTD, TOJYYEHHYI0 KOH(pUTYpa-
A0 OPAMHAT B MOP(MOIPOCTPAHCTBE MOKHO MPEACTABUTD KaK AJIIUTICOU] UX
paccenBanud. Eciv coesmHUTD Bee KpaeBbie (TPAHUYHBIE ) OPAMHATBI INHUSAMHU,
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HCTIOJIB3YsI METOJl TPUAHTYJISIUU J[eJIoHe, TO 3JUTUIICOU OyAeT OKOHTYPEH B
MOP(MOIPOCTPAHCTBE KaK MOJUI/IP € TIOBEPXHOCTHIO B BU/IE (haceT-TPEeyToJbHU-
koB (puc. 19a). Ero rpaHuiibl XapakTepusyoT peayin30BaHHyI0 i-MOP(OHUIITY
(pIM) — 7i-mopdonutry JaHHOTO MOJICTBHOTO JiepeBa. B pasHbie TO/bI Takue
JKe 110 00beMy BBIOOPKHE JIHCTBEB € 9TOTO JiepeBa CHOPMUPYIOT HECKOIBKO JIPY-
rue KOH(MUTYpaIun OPIUHAT, UMEMIINE HEOJAMHAKOBbIE TUIEPOOHEMBI H3-32
oTIpe/IeIeHHbIX MOJMMUKAIINI Pa3MePOB, (DOPMbI U CTPYKTYPbI (OTIPe/IeIeHHOM
M3MEHYMBOCTH 110 /lapBUHY ), BBI3BAHHBIX PA3JNYMAMHU 9KOJIOTMYECKUX YCIOBUI
pasHbIx JieT. B oriesibHbie HebIaronpusTHbIE TOIbI KOH(UTYpaIus rurepobbeMa
MOJKET CYIIECTBEHHO CMENIATLCS B MOP(OIIPOCTPAHCTBE OTHOCUTEIBHO cpe/iHeit
MHOTOJIeTHel KOH(pUTYypaIy OpArHAT.

Onrorenernyeckasi COCTaBJIAIONIAs B MEXKIOJ0BOII MOP(OJIOTHYECKON 13-
MEHUYMBOCTH JINCTHEB Y OJHOTO U TOTO K€ B3POCJOTO JiepeBa Gy/IeT, BEPOSITHO,
OTHOCHUTEJIbHO HEBEJIMKA U ee MOXKHO yudecTb. OkujjaeMblil MHAUBUAYAIbHDLI
adexT 3akoHa 3aI€HCKOTO MOKHO UCKJIIOYNTD, OTPAHIYNB BBICOTY (SIpYyC) B35~
THUS JINCTHEB.

B nmampreiimem 1o MOTHOTE peanusanu MOPGOHUII MBI 10 aHAJOTUU C
peanmsoBannoit akosorndeckoil nurreit (PH) u dbyunamenrtansuoin (OH) win
= MOTEHIMAJILHOW 3KOJOTHUECKON HUIIEH TOoApasies M MOPMOHUITI TPy
Pa3HbBIX YPOBHEN OUOJIOTMYECKON OpPraHM3al[ii Ha [[BA TUIA: Pean30BAHHAS
(pMH) — - mopdonuma n noreanmanbiag (MMH) — x-mopdonuma (Mb
He WCIOJIb3yeM ee JIONYyCTUMbI sKkBuBajieHT — dynmamentanbuas (GMH),
J-MopdoHHUIITa, TOCKOJIBKY B CTPOTOM CMBICJIE 3TY XapaKTePUCTHKY MOPHOHUIIIN
HepeasbHO OlleHuTh). Eciim paccmarpuBaTh KOHGUTYPAIMIO OPAUHAT, TTOJTYYeH-
HYIO U3 CMEITaHHbBIX BHIGOPOK PAsHBIX JIET, XapaKTEePUIYIONUX PEATH30BaHHbIE
VM xaxmoro konkperHoro roga (p¥AIM), To oHu npubausarcs K runepodbemy,
COOTBETCTBYIOIEMY TTOTEHIIMAIBbHON i-Mopdonutne (mAM) — xi-mopdonmute.
Eciu npyuMeHnTh METO/IbI FeOMeTPUYECKO MOpoMeTpUH 1 OlIMcaTh U3MEHYH-
BOCTH (DOPMBI JICTHEB, TO MOCIE/HSIST CUTYaIMsl (hakTudecku OyneT XapakTepu-
30BaTh Beep OCHOBHBIX JIOMYCTHUMBIX MOP(hOTEHETUYECKUX TPAeKTOPUil 0cobu
B MOP(OIPOCTPAHCTBE, a TUIIEPOOHEM TIPUOIUZUTCS K TIPEJeaM ee HOPMbI pe-
akiu (NoR). TIpu atom B MopdonpocTpaHcTBe OyIeT OTpaskeHa peansarfis
MaKCHMAaJIbHO BO3MOKHOTO Habopa MouduKaimii Mopdoreresa (oAIporpaMMm
PasBUTHST) JINCTHEB JAHHON 0COGH BO B3POCJIOM COCTOSTHIM, T.€. €€ TIOUTH MaKCH-
MaJibHast MHAMBUAYaIbHast (DeHOTUITIUECKAST TIJIACTUIHOCTD, Y PA3HBIX 0c00ei
B IPajIeHTE BO3AEUCTBUS KAKOTO-THO0 HKOJOTHYECKOTO (haKTOopa, HAPUMED
TEXHOTEHHOTO 3arpsi3HeHus1, OyIyT TPOSBJISTHCS ONPEIeIeHHbIE MOM(DUKATIAN
Pa3BUTHSA, KOTOPbIEC OTPA3ST UX TOJIEPAHTHOCTD K IAHHOMY (DaKTOPY 110 CTPYKTY-
pe, popme 1 pazmMepam B3ATHIX /I aHAIU3a MOP(OCTPYKTYP.
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PaccMOoTprM KOHKPETHBIN TPUMED UBMEHYMBOCTH Pa3MepoB U (hOPMBI JIH-
cTheB BbIOOPOK JiepeBbeB Oepesbl nosuciaon (Betula pendula Roth.), B3saTpix Ha
TPEX y4acTKaX C Pa3JInYHON CTETEHbIO 3aTPS3HEHMS TSUKEJIbIMUA MeTaJllaMi Ha
pazuoMm yaanenun ot CpejHeypanibcKoOro MejeriaBuibHoro 3aBojga (CYM3)
B CBepuIoBCKOil obOtacTu. MaTepuas mpejicTaBlIeH HIOJbCKUME cOOpaMu Jiv-
CTheB Ha TOOETax MOJIETbHBIX JEPEBLEB, MPOU3PACTAIONINX HA TPEX YUACTKAX:
nmnakTHeil (0.5—1 KM oT 3aBoga), 6ydepubiit (3—5 KM) 1 KOHTPOsbHBIH (30
KkM). Jlanibie y9acTKU COOTBETCTBYIOT JIOKAJIU3AIUH TPEX «OHOMMEHHBIX»> I1e-
HOTIOIYJISIIIUN Oepe3bl.

Otterkn 061Iell TOKCHYECKONW HArpy3KH TEXHOTEHHBIX TOJUTIOTAHTOB Ha
y4acTKaxX U UX 0003HAYCHMsI OCHOBAHbI Ha PaHee OMyOINKOBAHHBIX MATEPUAIAX
(Bopobeitunk, 2004; Besesb, 2006). Ciexyer OTMETUTD, UTO cOOP JIUCTHEB [T
JaHHOTO MccaenoBanust 6bl1 iposeaeH B 2007 ., korma Ha CYM3e ele He ycra-
HOBUJIN Ka4eCTBEHHBIE (DIIBTPBI, MHOTOKPATHO YCHJIMBIIIE yJIaBJINBaHIE TeX-
HOTEHHBIX TIOJUTIOTAHTOB (B HACTOSIIIEEe BPEMsI 3arpsSi3HEHUE CPeJIbl TSLKETBIMU
MeTa/LIaMU CHU3UJIOCH TPUOIU3UTE bHO B 40 pas).

VcceseoBanu TUCThs TOJBKO ¢ YKOPOUYEHHBIX TOOETOB — Opaxub/iacThi
(aykcubacTbl He vCorb3oBan ). [IpoObI Ha KaskaoM ydacTKe (B KaKIOil IleHO-
HOTYJISIIAN ) KCXOTHO Gpasiu ¢ 5 iepeBbes 1o 5 moberos. Ha kaxom mobere mc-
[0JIb30BAJIN BCe JUCThsI (OT 2 710 4) CO BTOPOTO OT €10 OCHOBAHUSI YKOPOUEHHOTO
AJIEMEHTAPHOTO 10OETa, MOBPEKICHHBIE JICThs He yunThiBaiu. COOTHOIIEHE
YKCJTa U3YYEHHBIX JIMCTHEB B BBIOOPKAX OBLIO CJIEAYIONUM: KOHTPOJIbHDINA yda-
crok — 71, 6ydepusrit — 80, umnakTHbiil — 77 9K3. JIMCTbs Kaxkaoro nobera
repOapU3UPOBATIA OT/EIBHO, a 3aT€M CKaHUPOBAJIU C MOMOIIBIO TLIAHIIETHOTO
ckanepa ¢ paspemrenreM 1200 dpi. ITpu ckanupoBaHUM KaxKAbIH JUCT GEpesbl
[IOMEIAIM BEPXHEN CTOPOHON K MCTOYHUKY CBeTa B CIIEI[MAJbHOE OKHO Hal
MEHTPAIBHON 06JacThIO cTeksa ckanepa. Ha m3obpakeHun JucTa ¢ OMOIILIO
[porpaMMbl dKpaHHoro aururaiizepa tpsDig2 @.[x. Ponbda (Rohlf, 2017a)
Ha KOHIAaX 3yGUMKOB, B KOTOPBIX 3aKAaHYUBAIOTCS JKUJIKU BTOPOTO TIOPSI/IKA, W
CTPYKTYPHBIX Y3J1aX JKUJIOK ITEPBOTO 1 BTOPOTO TOPs/ika pasMentanu 18 manmma-
pox (puc. 20a), kKoHuUryparms KOTOPbIX XapaKTepu3yeT U3BMEHUUBOCTb (DOPMBI
U OTYACTHU PACTIOJIOKEHUS JKIJIOK JIMCTHEB.

Pasmepsi sicta 6epes3bl KOCBEHHO OIEHUBAJIH TI0 €TI0 IIEHTPOMIHOMY pa3Me-
py (CS — centroid size), a Tak:ke 10 IO B TPEIETaxX MOJUTOHA, OKOHTYPEH-
HOTO 110 HAPY/KHBIM MeTKaM (JIaHAMapkaMm) Jucta. HanbosbIinme 1eHTPOUIHbIE
pasMepbl TUCTheB Gepe3bl OOHAPYKEHBI HA KOHTPOJBHOM YYaCTKE, HAUMEHbBIITHE
— Ha UMIIAKTHOM, a IIPOMEKYToYHbIe — Ha Oydeprom (puc. 21).

YCTaHOBJIEHO, UTO U IIOMIA/b JIUCTa Oepesbl, 1 ee BapuadeJbHOCTD B HATTPAB-
JIEHUH CHYDKEHUST TEXHOTEHHOTO BO3/ECTBUSI OT KOHTPOJIBHOTO K UMIIAKTHOMY
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Kanonunueckas nepemennas 1 (CV1)

Puc. 20. Pasmenenue (a) MeTok-nanaMapok (7—78) Ha BepxHell cTopone Jjiucta 6epesbl 110-
sucnoii (Betula pendula Roth.) u (6) pesysbrarthl OpAMHAINK CPEAHUX 3HAYEHUH KaHOHM-
YEeCKUX TEPEMEHHBIX ¢ YY€TOM HX CTAaHAapTHBIX omubok (£ SE) /st OTAENbHBIX AePEBbeB
Gepesbi (1—5), mpouspacTaioiux Ha Tpex yyactkax: K — konrposabHoM, b — Gydeprom, 1 —
nmnakTHoM. CxeMaTn4ible KOHMUTYPAIINH JIUCTBEB OTPAKAIOT HAIIPABIECHNST H3MEHINBOCTH
uX OPMBI U COOTBETCTBYIOT 9KCTPEMAIBHBIM (MUHIUMABHBIM 1 MAKCHMATTBHBIM ) 3HAUCHISM
OpAMHAT B/10JIb KaHoHudeckux oceit CV1u CV2,

LenTpounusiii pasmep (CS), muxc.
460

1

420

HH

380 A

340

300
Kontponbnblit  BydepHbiit WmnakTHbIH

Puc. 21. Cpasuenue tientpouabix pasmepos (CS + SE) suctbeB 6epesbl HOBUCIIOI B BBIGOP-
Kax 113 KOHTPOJIbHOH, 6y(hepHOI 1 MMITAKTHOMN I[EHOONYJISIIUI B 30He TEXHOTEHHOTO 3arpsi3-
Henust CpejiHeypasibcKoro MezierniaBuibHoro 3asozia (CYM3).
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YUYACTKY 3HAUMMO YMEHbIIATACh: HAUGOJIBINAS MJIOIIA/b JUCThEB 00HAPYKEHA
Ha KOHTPOJBHOM y4acTKe, HAUMEHbITass — Ha MMITAKTHOM, a MMPOMEKYTOUHAs
— Ha Oy(epHOM, UTO MOATBEPIKICHO PE3YIbTaTaMU OHO(DAKTOPHOTO JAUCTIEPCH-
onnoro anamusza (F = 66.51; d.f. = 284; p < 0.0001) u anocTepuopHOro napHoro
Q-tecra Thioku. [IpyruMu cIoBaMu, Ha UMIIAKTHOM y4acTKe (hopMUPOBATIHICH
cTabUIBHO MEJIKHE JINCThsI, & POCTOBBIE MPOIIECCHI ObLIN yrHETEHbI. TakuM 06pa-
30M, HAa UMITAKTHOM YYacTKe HabJII0/1aI0Ch TI0/IaBJIEHIE POCTA JIUCTHEB 110 CPaB-
HEHUIO C KOHTPOJIbHBIM.

WurepecHo OGbLIO CPABHUTH M3MEHUYHUBOCTD YCPEHEHHOM (hOPMBI JINCTHER
JUISL OT/IEJIbHBIX JIepeBbEB B IIpe/iesiaX yyacTKoB. Pe3yJibraTbl cpaBHEHUS CPell-
HUX 3HAYCHUN KAHOHUYECKUX TIEPEMEHHBIX € YIETOM CTAHIAPTHBIX OMUOOK JIJIsT
JIEPEBHEB, MPOU3PACTAIONINX HA TPEX yyacTkax (cM. puc. 206), CBUIETETbCTBYIOT
0 TOM, 9TO Pazbpoc TIEHTPOUIOB BEIGOPOUHBIX CEPHI JTUCTHEB OTAEMBHBIX 0COGEi
TECHO CBSI3aH ¢ KOHKPETHBIMU IieHooyaangamu. OpAuHaThl epeBbeB KasK01
MEHOTIOMYJISATINN OKA3MCh CTPOTO JIOKATM30BAHBI B CBOEH 06JIacTi 00TIIEro
MoporpocTpancTBa. B KOHTPOJILHOI IPyTITIe MEKIUHANBHI/IYJIbHbBIE PA3JINIMS
(hopMBI JTMCThEB MUHUMAJIBHbI, HAUOOJIBIIMII pazbpoc MPOSIBJISICTCS B TPYIIIIE
niepeBbeB Oy(epHOTO ydacTKa M JOCTATOUHO BBICOKHMI YPOBEHb PaCcCEHMBAHUST
[EHTPOUIOB JIEPEBHEB XapaKTePEH [Jisi UMITAKTHOM TPyIbl. TakuM 0OpasoMm,
MoupUKaIMOHHOE MepeKTIoueHre MopdoreHesa JNCTheB Ha Pa3HBIX 110 CTeTe-
HU 9KOTOKCUYECKOTO BO3/IEHCTBUS yUaCTKaX MPOUCXOANT HA YPOBHE JIOKATHHBIX
rpyti (1eHOTONY AN ) IEPEBbEB, YTO IIPUBEJIO K ONPe/le/ieHHol (B MoHUMA-
uuu Y. /lapeuna) OHOTONUYECKON H3MeHInBOCTH (OPMBI X JucTheB. CrenoBa-
TeJbHO BHY TPUUHIMBULYATbHAS U3SMEHUYUBOCTH (POPMbI OOBEKTOB CYIECTBEHHO
YCTYTIUJIA MEKTPYIIIIOBON — GUOTONIMYECKOI, KOTOPYIO B IAHHOM CJTydae CJIeiy-
€T OTHECTH K KaTerOpuu TeXHOTeHHOU namenunBoctr (Bacuibes u sip., 2013).

7.3. IONYJIAIINOHHAS, BUJOBAA U HIEHOTHYECKAA MOP®OHUIIIN

Ananus MHOKecTBa 0coGeil OHON 1 TOM Ke TeHepaIlii TTO3BOJISIET CTATH-
CTUYECKU PACCMOTPETH (BU3YaTU3UPOBATH) IPYIIIOBYI0 MOPMOHUIILY B 00IIEM
mopdorpocrpancTse. CylecTBOBaHIEe HHBAPUAHTHOW JIJIST KAXKIOH 0COOH J1aH-
HOIA MOTYJISIIIMK U B TO Ke BPpeMsl TI0JIMBAPUAHTHON cUcTeMbl MOpdoreHesa, hop-
MUDPYeMOil Ha OCHOBe arureHerndeckoro Jyaummadrta nomyssinun (Bacunbes,
1988, 2005, 2009a), o6ecnieynBaeT 06pa3oBaHie XapaKTEPHOTO IOTEHIUATBHOTO
MOPGOJIOTMYECKOTO TPOCTPAHCTBA TPAEKTOPUIT pa3BuTus B momyJsaimi. [lo-
MYJISIINOHHOE MOP(OIPOCTPAHCTBO UCTOPUYECKU CHOPMIPOBAHO KAK BO3MOJK-
HOCTbh PeaTN3aIuy TUIIOBBIX MOAMGMUKAIINI Pa3BUTHS, T.e. MOP(POTeHETUIECKIX
peakInii Ha IMUPOKUI ANATIa30H QIIYKTYaIUH JOKAThHBIX ayT- U CHHIKOJIOTUYe-
CKHUX YCJIOBHUH. DTO MO3BOJISIET BBIIEJIUTD MOMYJAIIIMOHHYT0 Mopdonutry (11TM)
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— p-mopdonunty. MHOKECTBO i-MOP(hOHUII B JIOKATHHON TPYNITUPOBKE, CUH-
XPOHHO U3yYEHHBIX Ha OTPEICJICHHON CTAJIII OHTOTEHE3a BU/IA, COOTBETCTBYIOT
peanu3oBaHHON ToMyasaimonnol Mopgonumie [IM (pIIM) — rp-mopdonuie
(cm. puc. 196). B cocraBe TakcoLeHoB 9T0 OyAyT HEeHOIOmyasuu 1 ux ITM.

PeasuzoBanHble 0OBEMbBI YACTHBIX MOP(MOHUIII, HATIPUMED MOJyYEHHDBIE B
OT/IEJIbHBIE TOJBI JIJIsI COOTBETCTBYIOINIErO YPOBHSI OGUOJIOTHYECKOI OpraHu3a-
[IM, MOTYT YCPEAHATHCS U MO3BOJISIOT TOJYYUTh CpejiHee 3HaYeHre oObemMa
peanuzoBantoii Mopdouuiiu. C IPyroii CTOPOHBI, MHOTOJIETHEE CJIEKeHne 32
HOTYJISAIMENH IaeT BO3MOXKHOCTD TIPUOIU3UTLCS K OIEHKe TOTeHIna bHoi [TM
(uIIM) — xp-mopdonuine — 3D o6beMy WU TUIIEPOOBEMY, XapaKTePHU3YIOLIe-
My TIPOSIBJIEHUE ee XPOHOTrpaduueckoro MophopazHoobpasust, KOTopoe HJIN3KO
K MakCUMaJibHO Bo3MokHOMY (cM. puc. 19B). [loscHio, uTO HA cXeMaTHYeCKUX
pucyHkax 196 u 198 3Be30UKaMy TIOMEUEHBI IIEHTPOM/BI [IEHOMOMYIAIIIT ue-
THIPEX YCJIOBHBIX CHUMIATPUYECKUX BUIOB, HO OPMHATHI 0COGEH 1T KOHKPET-
HBIX T[EHOTOMYJISAINN B BUIE KPYKKOB COOTBETCTBYIONIEH OKPACKM HAHECEHBI
st Ha puc. 196. Ha puc. 198 B 06s1acTsIX pasMelieHust 3JUTHIICOUIOB 1IeHOTO-
MyJISIAN TPUBEIEHBI TOJBKO IIEHTPOU/IBI BBIOOPOK PA3HBIX JIET (3BE3I0UKH), a
oparHaTB 00bEKTOB (0cO6ei) He yKazaHbl, HO MOAPa3yMeBAIOTCs, 0OeCIieunBast
BO3MOKHOCTH MTOCTPOEHUS JITUTICOUIIOB MOPMOHUTIT TIEHOTIOMYJISATINI CHMITa-
TPUYECKUX BUJIOB.

B mpeneax Buza XpoHo-Teorpaduueckuii aHaan3 BHYTPUBUIOBON N3MEH-
YUBOCTH TEOPETUIECKHU TT03BOJISIET OIIEHUTH U CTPYKTYPUPOBATH €70 MOPMOIIPO-
CTpaHcTBO — BUI0BYIO Mopdouutry (BM) — s-mopdonumry. MoskHo, Harrpumep,
OLIEHUTb U CPABHUTH PEATM3OBAHHBIE HUIIM TEX WJIU WHBIX BHYTPUBHUIOBBIX
dopm (pBM) — rs-mopdonmtm, a Takxke COOTHECTH UX € TOTeHITNATbHOM (hyH-
JlamMeHTaIbHOM ) Hurel Buga (BM) — xs-mopdonumeit. Ha npaktuxke B ipese-
JlaX apeajia BHIA ATO KpaiiHe 3aTPYAHUTEIBHO U CETOMHST OCYIIECTBUMO JIUIIb
Kak camoe Tpy6oe MpubIMKeHne Ha OCHOBE UMEIOIIErOCsT B My3€esIX 1 repOhapusix
MacCcoBOTO KOJIeKInoHHoro Matepuania (Bacusibes, Bacuibesa, 2018).

Jlpyroii, 6osee pearuCTUYECKUIT aCMEeKT MOXKET OBITh TIPEACTABICH B
BHUJIE COIPSIKEHHOTO aHaiu3a MOp(OpasHOo0Opasusi CUMIATPUYECCKUX BHIOB
TakcorleHa (TMJIb/IMN) BO BpeMEeHW W TpocTpaHcTBe. LleHomomymnsaiuu Takco-
HOMUYECKH OJIMBKUX CHMIATPUUYECCKUX BUIOB, (OPMUPYIONUX (DparMeHT Jio-
KaJbHOTO c000IIecTBa (TaKCOIeH), 0OpPasyloT IEHOTHYECKYH MOP(hOHUIILY
(ITM) — c-mopdonutry (cm. puc 196, B). Ha pucyHkax mTPUXOBOU JIHHUEH
MTOKA3aHbI TPAHUIIBI AJTUTICOUIOB PEAJTM30BAHHON 1 TOTEHITUATHHON 1EHOTHYEe-
ckrx Moponun (B 1TaHHOM cJiydae Ha TTpUMepe Moziesin Takcoriena). CpaBHe-
HUe MaTepualia, BKJIIOYAOIIET0 CXO[HBIX [0 BO3PACTY 0COOEH, TI0 OIHOBPEMEHHO
MOJIYYEHHBIM BHIOOPKAM U3 TIEHOMOMYJISIIIN CUMIIATPUIECKUX BUIOB B €IUHON
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WX COBOKYITHOCTH TIO3BOJIET MOJYYUTH MOPGOIPOCTPAHCTBO, XapaKTEePHU3YyTO-
ttee peaymzoBarnyo [IM (pIIM) — re-mopdonutry (cm. puc. 196). TTapasieb-
HOE TIOJTyYEHUE TAKKMX JaHHBIX 110 TOMY JK€ HabOPY BUIOB 3a PSI/L JIET O3BOJISIET
otteruTh norerruaabyo [IM (1l[M) — xc-mopdonuiry (cm. puc. 198). Pasno-
obpasue MoTeHIMAMbHON HeHOTHYeCKON Humm 1M ucTopuyecku JIuTeIbHO
dhopmupyercst u undyeTcst eCTECTBEHHBIM 0TOOPOM.

B cayuasx, xorga kiuMaTHYeCKie PeXXUMbl HAYMHAIOT BOCIIPOU3BOIUTH
cUTyanuu, HabJIIOABIIECS B IAJIEKOM TIPOIIIOM, Ha OCHOBE SITUTEHETHYECKOTO
nanamadra nomyaanun (Bacuibes, 2005, 2009) 1pu nopgep;xkke orbopa BHOBb
CHHTE3UPYIOTCS aHAJIOTU TeX MOP(hOTEHETHYECKUX TPAEKTOPHUIi, KOTOPBIE pea-
JIM30BBIBAIIMCH Y BUIOB paHee, T.e. Moaudukaru. [Ipu atoM, 6e3ycaoBHO, He
BO3HUKAET TIOJTHOHM TOKIECTBEHHOCTU IIporpamMMaM MopdoreHesa IMpOIIJIOro
BPEMEHU U CO3/TAETCSI TOMBKO WX HOBBIN COBPEMEHHBIH aHAJIOT, 4TO 0OeceYnBa-
€T TIOCTYTIATETLHbBII KOIBOTIOTIMOHHBIN TIPOTIECC B COOBIIECTBE, OTPEIEITEMbII
¢ HelaBHero BpeMenn kak auddysHas kossosrous (Janzen, 1980; Thompson,
1994, 1998, 2006). HoBble KOHCTENIAIMN MPUPOHBIX YCIOBUH, ¢ KOTOPBIMHI
BU/IBI B CBOEH MCTOPWH ellle He CTATKUBAJINCH (B YACTHOCTH, 32 CIET AaHTPOTIOTEH-
HOTO BO3/IEHCTBUS NN €T0 COYETAHUS C UI3MEHEHUSIMU KJIUMATa), TOJIKHBI TIPU-
BOJUTH K OBICTPOMY MCUYEPIAHUI0 HOPMATbHBIX PETYJISITOPHBIX BO3MOKHOCTEN
MopdoreHesa 1 peayiusaiiuu Beepa abeppanuii 1 Mopgo30B, a TAKKe K TOSIBJIe-
HUO0 HOBBIX MOP(OCTPYKTYP Ha OCHOBE KOMOWHAIIUN paHee CYIIECTBOBABIIIX
(Alberch, 1989; Ostachuk, 2016).

Peskoe n3MeHeHre TUITHYHBIX YCJIOBUH CPe/ibl OOUTAHUST BBI3BIBAET CTPECC
PasBUTHUS U, KAK TOKA3bIBAIOT MHOTOYMCIEHHbIE UCCIeIOBAHNS HEeJIaBHUX JIET,
YCUJIUBAET CTPECC-UHAYIIMPOBAHHYIO MUTEHETUYECKYI0 M3MEHYMBOCTD Y MM-
naxkTHbIX nomyaanuii (Jablonka, Raz, 2009; Dunkan et al., 2014; Burggren, 2016;
Donelan et al., 2020). Kak yske orMedasioch, siureHeTudecKrue uaMeHeHus (Me-
rusuposanue [[HK, Tparcrosnim MOOMIBHBIX 9JIEMEHTOB F€HOMA U JIP.) YaCTO
CBSI3aHBI ¢ MOPoreHeTnIeckuMu ahdeKTaMu 1 CTocOOHBI TPAHCTEHEPAITHOHHO
HacJieoBathbes. I10CKoIbKY CTPeCcCOBBIM BO3/IEHCTBIIAM TIPU HTOM ITO[BEPTAETCS
GOJIBITIHCTBO 0CO0EH TIOMYISAINH, CJACAYET 0KUAATh, YTO 00YCIOBICHHbBIE DITH-
TeHETUYECKUMU M3MEHEHUSIMU MOP(OreHeTHIeCKe MePEeCTPOKH, T.e. MOJIU-
(bukaruu, MOryT BO3HUKATh Kak MaccoBoe siBjieHne. COOTBETCTBEHHO OHU MOTYT
6bITh D HepeHIaTbHO MOAXBAYEHBI UJIH OTOPOIIEHBI €CTECTBEHHBIM 0TOOPOM
B upejie MOCTIeAyomuX OmKaimux mokoseHnit. I[logo6Has cuTyanust co3aaer
HBOJIIOIHOHHO-9KOJIOTHYECKII MEXaHU3M OBICTPBIX aIAlITUBHBIX MOP(OTreHeTH-
JecKuX u3MeHenui B nenomnomnyssinusx (Bacuiabes, Bacunbesa, 2005), kotopbiit
obectieunBaet u mporiecc audhy3HO KOIBOJIIONNUN COOOIECTB B M3MEHUBIIIEH-
cst cpezie. B pesysibrare sTUX TPoIeccoB 00actb MOPGhOIPOCTPAHCTBA, 3aHNMA-
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eMasl TIOTEHIUAJIbHON 1leHoThYecKkoil Mopgonutieit (llM), Toxke n3MeHUTCS.
[Ipudem, pasuvie BUABI MOTYT MPOSBUTDH PA3Hy0 MOP(HOTEHETHUECKYIO peak-
U0 U B PA3HOU CTENIEHU U3MEHUTH MOPHOOOIMK U Beep MOPHOTEHETUIECKUX
TpaekTopuii B MopdorpocTpancTse. Mcnonb3ys qaHHbIE O elle He 3aHATOM 3JI-
JIUTICOU/IAMY PACCEUBAHUST OPJIUHAT BUIOB — CBOOOIHOM MOP(MOIPOCTPAHCTBE,
TEOPETHYECKU MOXKHO MOJIOUTH K MPEBAPUTENLHOM OIEHKEe TaKOTO CJIOKHOTO
sBJICHUs, Kak 3BosBabuiabHOCTh (evolvability), T.e. morenimanbhas crnocob-
HOCTB K 9BoJmononnbiM mamenenusm (Kirschner, Gerhart, 1998; Sterelny, 2007,
Wagner, Draghi, 2010). B riase 8 Mbl BepHeMcsI K 06CYKIEHIIO BO3MOKHBIX I1y-
Tell OTIEHKHU 9BOJTBAOUIBHOCTH BU/IOB, BXOJISIIIIUX B TAKCOI[EH.
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I'naBa 8
CoorHomenue MmopdoHum B MopponpocTpaHCcTBe
M OI€eHKA 9BOJBAaOUIbHOCTH

ITpeskie Bcero HAlOMHUM, 4YTO HOHATHE <«MOpQoIpocTpaHcTBo» (morpho-
space) 6b110 HanboJIee oJHo npeacrasaeHo Jx. Makru (McGhee, 1991, 1999) kax
3JIEMEHT KOHIIEIINY TEOPETHUECKO MOP(OIOTHH. B €ro TpakTOBKeE TP MHOTOMEp-
HOM aHa/IM3e M3MEHYMBOCTU OPAMHATA KaxK/I0il 0coOr — Touka B 0011eM Mopdo-
mpocTpaHcTBe. B HallleM TTOHUMAaHWK B3aMMHOE Pa3MellieHne U arperariysi OpAnHaT
(heHOMOB, TIpeICTaBUTe IeN Pa3HbIX (PEHOTHUIIOB, OYIET XapaKTePU30BaTh HE TOIBKO
ux MOpQOreHeTHYECKe 0COOEHHOCTH, HO U OTPaXKaTh CIIeLU(BUKY X MHAUBULY-
AJTBHBIX U TPYMOBBIX Mopdomnuii. OYeBUIHO, YTO JIJISl TIPOBEICHUST TAKOTO UCCJIe-
JIOBAHUSA YCJI0BHsI MOP(OreHesa CpaBHUBAEMbIX 0COOEl JOJIKHBI OBITh CXOIHBIMU
WU cOTOocTaBUMbIMU. Harpumep, 5T0 10JKHbI GbITh BBIOOPKH, [OJTyYeHHbIE B OJUH
U TOT Ke Mecsl] cOopa ISt KUBOTHBIX U PACTEHUI ¢ KOPOTKUM LIUKJIOM Pa3BUTHSI
(acbemepoB, OJTHONIETHUKOB 1 TIPOY. ) WJIN B OJITH CE30H IS JKUBOTHBIX OTHOTO TO/IA
POKIEHUS C POAOJILKUTENBHBIM (MHOTOJIETHUM ) OHTOT€HE30M.

ITpu perieHnn KOHKPETHBIX 3aj1a4 IPYIIIOBbIE BEIOOPKH, XapaKTEPU3YIOLIIE
YACTHBIE PeAlN30BaHHbIEe MOPMOHUIIN, HEOOXOAUMO IPEABAPUTENHHO IIPUBECTU
K paBHOMY (m/u GJU3KOMY) 4uCIy HabJoeHuil. B mpoiiecce BhIpaBHUBAHUS
yrca HaOMOAeHUI IpU yMeHblleHn o6beMa BbIOOPOK (ciydaitHoro mpope-
sKuBaHKs — rarefaction) ciesyer UCIIOIb30BaTh IPOLEAYPBI CIYYailHOr0 0TOOPa
00BbEKTOB ¢ BBIOBIBAHUEM, 3aT€M BbIOOPKU OOBEIUHAIOTCS B 00T MaccuB. B
JATbHENTIIEM TP MHOTOMEDPHOM aHaJM3€ MacCUB JIOJIZKEH UMETh COOTBETCTBY-
I0II1Ie MPYIIIMPYIONIIE [epeMEHHbIE, MAPKUPYIOIINE IIPUHALIEKHOCTh 0COOeit K
TOW WJIM WHOH rpyTIe (BULY, IEHOMOYJISIIIAH, TOLY U JIp.).

Borurcienre 06beMOB MOP(hOIPOCTPAHCTB, 3aHUMAEMbIX MOPMOHMIIA-
mu ocobu, sxkona (CDT), umeHonomy iy, Buja U TaKCOLEHa, a TaK/kKe WHbBIX
UHTEPECYIOINX HUCCIeA0BaTeNsl TPYII OOBEKTOB OCYNIECTBJAETCS CXOAHBIM
o6pasom. ITo uroram reoMeTpryeckoit MOPHOMETPUH JJis BCeX 0OBEKTOB Bbi-
YUCJSIOTCS] TPOKPYCTOBBI KOOPAMHATHI, XapaKTePU3YIOIIe U3MEHUUBOCTh WX
opmbl. Crenyronuii atan mpejcTaBjeH MHOTOMEPHBIM CTaTUCTUYECKUM aHa-
JIM30M ¥ OPJAMHAIINE BBIOOPOK 110 BEIOPAHHOMY YMCITY M HAOOPY MepeMEHHBIX.
Hanee ¢ ncrmombzoBanreM MeTonoB MHOroMepHoro anaimmusa (PCA, PCo, RW,
CVA, RDA u 1p.) IpOBOJSAT OPAUHAIINID 0OBEKTOB B COOTBETCTBYIOIIEM MOD-
donpocrpancrse. Pacuer oObema (uiu 1iomaan) MophoHuil, T.e. MOphOIpo-
CTPaHCTBA, 3aKJII0YEHHOI0 BHYTPH BBIYKI0# 060m0uku — convex hull (Barber
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et al., 1996; Cornwell et al., 2006), mocTpoeHHOU MO MHOKECTBY HapPysKHBIX
KPAEBBbIX KOOPAUWHAT TPYII OOBEKTOB, MPOBOAUTCS MO 3apaHee BBIYUCICHHBIM
3HAYEHUSAM OPJAUHAT BIOJb ABYX (2D) min tpex (3D) nepeMeHHbBIX, HATIPUMED
MCTOJIb3YS TpU TiepBble TiaBHbie KoMIOHeHTbl (PC1-PC3) win mepsbie Tpu
kaHoHm4eckue epemernbie (CV1-CV3). Tlpu orenke mromniajeil u/mim 00b-
€MOB COOTBETCTBYIOMUX MOPGhOHUIIT HaMK TpuMeHena rporpamma CV (convex
hull volume), peasmnzoBannast B cpesie nporpammupoBanust MatLab. [liist Bbi-
uucsenus 3D convex hull moskHO Takke ucnonbzosaTh R-miporpamMmbr geometry
(Sterratt, 2019) uau hypervolume (Blonder, 2018, 2019), a B ciryuae 2D — 1po-
rpammy PAST 4.04 (Hammer et al., 2001).

BaskHO momauepkHyTh, uTo 00beM Veh (convex hull) peanusosannoii Mop-
oHUITM [T TPYIBI MEepapXUYecKu (oJiee BBICOKOTO YPOBHSI, HAMPUMEp
nenononysain (pIIM), 6yzer Beerna GobIe, 4eM CyMMa PeaTn30BaHHBIX WH-
JMUBUAYATHHBIX 00HEMOB B 9TO BLIGOPKE 32 CUeT CBOOOHBIX IPOCTPAHCTB MEIK-
ny ocobsimu. Harpumep, B BBIOOPKE [€PEBbEB 110 BCEH COBOKYITHOCTH OPANHAT
JIICTHEB KOHTPOJIBHON IIEHOTOY TSN Gepe3bl OBUCION (CM. BbIIIE) MePBbIid
IOKa3aTesIb Vch, ~cocTaBu 76. 11, a BTOPO, BBIYMCJICHHBIH TSI CYMMBI 00bEMOB
WM nepesbes, — 45.83. B mepBoM ciydae oTpakaeTcst ypOBEHD MEKUHIUBUILY -
AJTPHON M3MEHUYNBOCTH (€€ TIPUHATO HA3BIBATh WHAMBUAYATHHOMN, €CJTU KasKIast
0co0b COBMeIIEHA ¢ OIHUM OOBEKTOM MCCJIEI0BAHNS ), @ BO BTOPOM BHYTPHUIH-
IUBUIYaIbHON. /[0 He3armoJHeHHOrO OPAUHATAME JIUCTHEB OTAETbHBIX JIe-
peBbeB MOPGOIPOCTPAHCTBA KOHTPOIBHON [IEHOMOIYJISIIUN B JAHHOM CJydae
cocTtaBmiia okos10 40%, a B UMITAKTHOW 9Ta 710J151 OblJIa HECKOJIBKO BbIIe — 52%,
KOCBEHHO YKa3bIBasi Ha HEGOJIBINOE YBEINIEeHIE B3AUMHOTO PACXOKIECHUSI 4aCT-
HBIX 9JIJTUTICOM/IOB OPJIMHAT JIePEBbEB B MMIIAKTHON cpefie (addeKT mpoBoKaiu-
onnoro cdona o H.B. I'morosy (1983)).

[Ipu HepaBHBIX YKCIaX HAOTIOACHWUIT B CPABHUBACMBIX BHIOOPKAX JIJIsT HOP-
MUPOBKH MOJYYaEMbIX CYMMAPHBIX TPYITIOBBIX 00beMOB MOphoHUIIT (convex
hull) — Veh Mbl tipepiaraeM BBIYMCHATD TIPUBEAEHHBIE 00BEMbI Ha 0CO0b, T.€.
UHAUBUAYaIbHBIE 00beMbl Mopdonpoctpanctsa (IVM — individual volume of
morphospace) s Bcex ypoBHeil paccMOTpeHUsT MOPGOHHUIIL OT 0COOHU 10 Tak-
cotieHa. Vst TakuM myTeM, MOKHO COOTHECTH Pa3MepBhl YCIOBHOTO WHUBULY-
albHOTO (TOYHEe, MHANBUAYaTM3UPOBAHHOTO) MOPMOTPOCTpaHCcTBa Y 0cobeit,
MOTYJIAIUN 1 TakconieHoB. Hanpumep, nHANBUAYaIbHBIN (MHANBULY ATU3UPO-
BaHHBIN) 06beM MOP(hOITPOCTPAHCTBA JaHHOM PeanTn30BaHHON MOP(OHUIIIH Tie-
HOTIOTYJISITINA MOKHO BBIYUCTUTH 110 TTPOCTOH (hopmyJie:

IVM, = Veh, /n,

rae Vchm — CcyMMapHbIii 06beM MOPGOIPOCTPAHCTBA PEATH30BaHHON MOPdO-
HUIITH [IEHOMOMYJISINN, a 72 — 00IIee YICI0 OPANHAT 00BEKTOB B BEIOOPKE/Cy6-
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BbIOOpKe. TeM He MeHee ToKasaTe b [VM cHIbHO 3aBUCUT OT 0ObeMa BHIOOPKH,
0CODOEHHO TIPU OTHOCUTENHHO HEOOIBIITOM YHCIIe HAOMIOMEH I, TOCKOIBKY BJIH-
SHMe KPaeBbIX ToueK Ha 06beM convex hull npu atom Besuko. Apyras npobiema
— cpasHenue VM cuibHO pas/Myalonuxcs 110 Yucay HabJoeHui BhIOOPOK —
CBSI3aHA C TEM, UTO 3HAUUTEJNHHOE YBEIUUEHIEe YnCcyia 0OBEKTOB B BHIGOPKE MO-
JKeT He MPUBOIUTH K U3MeHeHUI0 Veh, TIOCKOJIbKY KpaeBble OPIMHATHI [IPU 9TOM
MOTYT OCTaBaTbCsl HendMeHHbIMU. [oaTOMY TIpeiouTUTE IbHEE BCE Ke UCTIOb-
30BaTh 06beMbl Veh MOphOHUIIL, a TaKKe MHAUBUYaIbHbIE 00BEMbI MOP(OHHUIIT
— IVM, BbruucIIeHHbIE JIJIsT 3apaHee CJIyYailHO BBIPABHEHHBIX BBIOOPOK ¢ (hrKCH-
pOBaHHBIM uncJIOM 00beKTOB (TipHu 7 He Meree 20 9K3.), Tjie CMEIeHuUsT OIeHOK
BBIPAJKEHBI B MEHBIIIEN CTEITEH.

ITo ananoruu ¢ npeyosxkennoii K. Buosie ¢ coasr. (Violle et al., 2012) onen-
KO BJIMSTHUS BHETITHETO U BHYTPEHHETO (DUITBTPOB Ha CHOPKY COOOIIIECTB MO BETH-
YUHAM COOTHOIIEHUS INCTIEPCHIT BHIOOPOK PA3HBIX HAJOPTAHU3MEHHBIX YPOBHEH
HepapXyi: EeHOOIYJISINI, TOKaJIbHBIX COODIECTB, PETMOHAIBHBIX COOOIIECTE,
MBI TIpe/ijIaraeM JIJisi 3TOH eI MCII0JIb30BaTh COOTHOIIEHMST COOTBETCTBYIOTINX
WHIUBUYATbHBIX 00beMOB VM, KOTOpbIE MTPOMOPIIMOHATIbHBI BeTHUHHAM JIUC-
nepcuit. [yt 9TOH 11es HeOOXOMMMO TIOMYYUTh BHIOOPKH W3 TIEHOTOMY IS
JIOKQJIBHBIX COOOIIECTB JIBYX WK GoJiee PETHOHOB (HAIIPUMED, BHIOOPKU 13 Iie-
HomnonyJisiui 3emsepoek poza Sorex IO:xunoro, Cpennero n CesepHoro Ypasa).

Jlnist onieHku osiu Baustaust BHetnHero ¢bussrpa (ExFltr) Ha accembmnpoBa-
HUeE MPEJIAralo BBIYUCSATH OTHOIEHNE MHANBULYAJIBHOTO 00beMa MOP(hOHUTIN
JIOKQJIbHOTO coobIecTBa [ VMm K 06u1eMy JUULSL CDABHUBAEMbIX PETMOHOB UH/IMBU-
nyanbHoMy 00bemy Mopdonpoctpanctsa IVM, :

ExFlor = IVM,_/ IVM,.

OtleHKY 10JIU BJAUSHUS BHYTpeHHero duibrpa (InFltr) MoKHO TOTydnTb,
UCIIOJIb3YsI BEIMYNHY OTHOIICHUS WHIMBUIYAIbHOTO 00beMa MOP(hOHUIIH Tie-
HomotyJiAmn [ VM,.,, K 0611eMy 06beMy WHANBULYaTbHOU MOP(OHUIITH JIOKAJTh-
Horo coobmecrsa [VM

InFltr = IVM, /IVM, .

Emte pasz manomuio, uto panee C.C. IIBapi (1968) Bbickazan upeio «ontu-
MaJIbHOTO (DEHOTUIIA», CYTh KOTOPOI CBOAUTCA K TOMY, UTO OIITUMAJIeH (peHOTuIl,
06JIaIaoMUi B IAHHBIX YCJIOBUAX M3OBITKOM SHEPTHH 32 CUYET CBOUX TKAHEBBIX
1 MOPHODUINONTOrNYECKUX KOHCTPYKTHBHBIX 0COOEHHOCTEH, Grarofapst yemy
H“MeeT cesJIeKTUBHBIe IpenMytiecTBa. OH yCTPOeH Tak, 4To 3aTpayuBaeT Ha 11071~
JepKaHue JKU3HEAEATETBHOCTH 3HAYUTETHHO MEHBIIYIO I0JI0 OT COOCTBEHHBIX
BO3MOJKHOCTEH Oo/keTa BpeMeHu-sHeprun, dem apyrue. [Ipu crmocobroCTH
0COGH HOPMAJTBHO PETYIMPOBATH PA3BUTHE, €€ PEATN30BAHHAS MHANBUYATHHAS
Mopdonuira (pVIM) Oyzer 3aHMMaTh 110 CPABHEHUIO C APYTUMU, Y KOTOPHIX pe-
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TYJISIIUST HapyllleHa, OTHOCUTEIbHO HeOOJIbIIoi THIIepodbheM MOP(OIPOCTPaH-
CTBA, TIOATOMY MOJKHO TI0JIAraTh, YTO JJIS JAHHBIX YCIOBUU Pa3BUTHs (DEHOTHUIT
Takoil ocobu Oyzer 61M30K K onTuMaabHoMy. [ToaToMy 110 06beMaM peajir3o-
BaHHBIX MOPMOHMUIII JIJIST KAKIOTO OTAEIBHOTO 00beKTa (TPYIIIBI), BXOSIIETO B
OOBEMHSIONTYIO OOIIYI0 TPYIILY, MOKHO PACCUUTATH €Ille OJUH MOKA3aTe/lb —
HHJIEKC OTNITUMAJIbHOCTH pean3oBannoil Mopdonwuit, RMO (index of realized
morphoniche optimality), koTopbtii pejaraeTcst BBIYUCISITD 110 (hOPMYJIe:
RMO =2 — (Veh, / Veh,), ~

rie Veh, — obnem (3D convex hull) wactmoit peansosanmoii Mopdonmmm, a Veh,
— cpeaHni 00bEM YaCTHBIX PEATM30BaHHBIX MOPhOHUTIL TToCKOIBKY TIpH OfMHA-
KOBBIX 3HAUEHUSIX U3MEPEHUHl Taske TONbKO BIOJb OMHON OCH M3 JIBYX WU TPEX
soraucenye 2D mwm 3D convex hull cranoutes neBosmoxnbv, Veh, ne Moxer
ObITh paBeH HyJ10. OnHAKO YeM B GoJiblleill Mepe OyAeT 3aperyinpoBaHo PasBUTHE
B IIpeJIesiaX HOPMBbI, TIPHBO/ISIIEE K MEHbIIIEH BeInunHe 00heMa YacTHOM peanso-
BaHHOIT MOPMOHMIIIM, TeM OJMKe JaHHBII (peHoM /(heHOMbI K OITUMaIbHOMY (e-
Hotumy. Besmunaa RMO y dbeHoTHnos, OJIM3KUX K ONTUMATBHBIM, Beeraa Oyaer
6oubure, uem 1.0, Ho menbute 2.0 (ipu RMO = 2 pesyasrat Hekoppekrten ). IIpu He-
GJIATONPUATHBIX YCJAOBHSIX CPEia IeCTaOUINUPYET TIPOIECC PA3BUTHS, TOITOMY
U3MEHYUBOCTH U BHYTPUTPYIIIOBOE MOPHOpasHooOpasre BO3PacTaioT, TTOCKOIb-
Ky GOJIBITMHCTBO 0cOGEi MPU TAKOM PEKMME HE CIIOCOOHBI OCYIIECTBIISITh HOP-
MajbHOe perysmposatue passutust (Inoros, 1983; Bacuiber u ap., 20186), uto
Hen36eKHO TIPUBOIUT K BO3PACTAHUIO OOBEMa COOTBETCTBYIONIEH MOPGhOHUIITH B
Mopcgomnpocrpanctse. IIpu kparHoM TpeBbimennn Voh, 3sHaueHUsA CPeHero 00b-
ema Veh,, yKaspiBaoleM Ha CyIeCTBEHHYIO IeCTabUIN3AINIO PA3BUTHS YaCTHOI
0CoOH WK TPYIIbL, Benunia RMO MOKeT TI0JIyYnTh OTPHUIIATEIbHOE 3HAUEHNE,
TToaToMy, WCIIOJ/B3YsT XapAaKTEPUCTHKK TPYNIOBBIX 00beMOB MOP(MOHUIIN TIPH
Pa3HbBIX YCJIOBUSX CYIIECTBOBAHIS IEHOTIONMYJISIIINN, MOKHO 110 (hopmyie RMO
OPHEHTHPOBOYHO OIEHUTH, KaKUe U3 HUX /s Hee onrtumaibibie (RMO>1.5),
nopmasibibie (1=RM0<1.5), meccumanbubie (0.5<RMO<1), akcTpeMasbHbie
(0=RM0<0.5), a xakue kpurnueckre (RMO<0) (puc. 22).

B GuaronpustitHbIX (ONTUMATBHBIX U HOPMAJIBHBIX ) YCIOBUSIX, IPU KOTOPHIX
YKCJIEHHOCTD BH/Ia 00bIYHO 0OJIbIIAs, a cpeia OOUTaHUS He IIPUBOAUT K CTPECCH-
POBAHMUIO MTPOIECCA PAZBUTHSI, HBMEHUMBOCTD OY/IET HEBEJHMKA, TOCKOJIbKY TIOUTH
BCE 0COOHM CIIOCOOHBI PEryJIMPOBaTh PasBUTUE B TIpejesax HOpMbL Ilpu Hebia-
TOTIPUSATHBIX YCJIOBUAX, KOT/IA MPOUCXOJUT PE3KOE YMEHBIIEHUEe YNCIEHHOCTH,
a cpezia eCTabUIMBUPYET TIPOTIECC PA3BUTHSI, HAIIPOTUB, U3MEHYUBOCTH U BHY-
TPUrPYNTIOBOE MOPHOPaZHOOOpasne 3HAYUTETBHO BO3PACTAIOT, TIOCKOIBKY 60Ib-
IIUHCTBO 0COOEH NP TAKOM PEKMMe He CIOCOOHBI OCYIIECTBIIATh HOPMATbHOE
perysmpoBanue pazsutus (IlImanpraysen, 1969; Tmoros, 1983; Bacunses u mp.,
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Wnnexc RMO
20 "CynpeccupoBanHasi Mop¢hoHuma"
] "OnrumManbHas"
MopdoHuIIa
1.5 4
"HopmanbHas"
MopdoHHIIIA
1.0 " "
TleccumanbHast
] MopdoHHIIIa
0.5

"OkcTpemanbHas"
MopoHHIIa

0.0

~

] "Kputnueckas"

MO OHHUILIA
05 pe

CpaBHHBaeMbIe MOJCIIbHBIE O0BEKTHI

Puc. 22. I'pajarm 3Ha4eHUI MHIEKCA ONTUMAIBLHOCTH pealn3oBaHHol Mopdonumm RMO,
XapaKTepHU3yIoline CTeneHb TOJIEPAHTHOCTH 0c06eil (TPYIIT) K Pa3BUTHIO B PA3HBIX YCIOBUSX
CyHIeCTBOBAHUSI.

2017a, 20186). B Takux ycioBUAX MPOSABJIAIOTCS abeppaliui pasBUTHU, BKIIOYASA
uHazanTuBHble (=abanTuBHble, cM. buron ¢ coast. (1989a)) MopdossL, uTo 1IpU-
BOJIUT K BO3pacTaHuio runepodbema Mophonuim B Mopdornpoctpanctse. [Toato-
MY, UCIIOJIB3Y$S XapaKTEPUCTUKK TPYIIIOBBIX 0OBEMOB MOP(MOHUIITH TIPU PAZHBIX
YCJIOBUSAX OOMTAHUS LEHOIONYIAMN /IOIYIAIIH, MOKHO 110 dopmyie RMO
TaKKe OIEHUTh, KAaKMe U3 HUX SIBJAIOTCS JUIsI Hee HeOmaronpusaTHbIMU (TIeCCH-
MaJTbHBIMH, 9KCTPEMATBHBIMU U KPUTHUeCKUMH). [Ipn HeOIaronpusTHBIX YCI0-
BUSIX Pa3BUTHUS 3HauYeHue uHeKca Oyzuer Beerga Huske 1.0. Takue e moaxopl,
BEPOSITHO, MOYKHO UCTIOJIb30BATH 1 ITPU BBISBJICHUN OJIATOIPUSATHBIX (B TOM YKCIIE
GJIMBKUX K ONTUMAJIbHBIM ) MM HeGJIarompUsiTHBIX (B TOM YHCJIe 9KCTPEMAIbHBIX
U KPUTUYECKUX ) TIPOCTPAHCTBEHHBIX 30H MJTW TOZIOBBIX YCJIOBUI /IJIST BU/IA TIPU W3-
YUEHHUH ero YACTHBIX Pean30BaHHBIX MOP(OHUII B TPOCTPAHCTBE U BO BPEMEHT.

[l JKMBOTHBIX, KOTOPBIE, KAaK MPABWUJIO, SIBJASIOTCS HE MOIYJSPHBIMU, a
YHUTAPHBIMUA OpPTaHU3MaMU, Takas OIleHKa CJIokHee. Mbl mpejaraeM poBO-
JIUTh TOZOOHBIN TIpeIBAPUTEIbHBIN IOUCK Hanboiee OIU3KUX K ONTUMAILHOMY
(heHOTHITY 0COOEIT JKUBOTHBIX [0 YPOBHIO WH/IMBUYQJIbHBIX HHIEKCOB CTaOUIIb-
HOCTHU PA3BUTHUS U CTENEHU ACHMMETPUYHOTO TIPOSIBIEHUST OTAETbHBIX METPU-
YecKUX ¥ HeMeTpuuecknx npusHakos (3axapos, 1987; Zakharov, 1992; Palmer,
1994; llagpuna u ap., 2003; lenansuau u ap., 2004; Bacuabses u ap., 2007; 3o-
puna, 2012), roMoMHAMHbBIX AHTUMEPHBIX 3JIEMEHTOB (DOPMbI C UCIOJIb30BA-
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HUeM MeTozioB reomerpuueckoit moppomerpun (Klingenberg, McIntyre, 1998;
Bacusbe u zp., 20180) miu WHBIX WHAEKCOB (DIYKTYUPYIOIIEH aCHMMETPHH
JUIST aHTUMEPHBIX CTPYKTYPHBIX abeppaiiuii — (HeHOB OuiaTepaibHBIX HeMe-
Tpudecknx npusHakoB (3axapos, Kmapk, 1993; Bacumbes, 2005; Bacuabes n
1p., 2007, 20186). Cambie mpocTbie CIIOCOOBI OIEHKH CPEIHEN PACCOTIACOBAH-
HOCTU WHUBUJYAJBHOTO TIPOsIBJICHUsT (DeHOB OUIATEPATHHBIX HEMETPUUIECKIX
NPU3HAKOB — MOCYET 00MIEH 01U aCUMMETPIYHO BbIPAKEHHBIX TIPU3HAKOB Y
ocobu — FAnm (Bacuibes, 1992, 2005; Bacuibe u ap., 2007) win ux yucia
— YAITIIO (3axapos u ap., 2000). /lasbHeiinmumii mar — MHOroMepHOe MOpPdo-
MeTPUYECKOe CPaBHEHUE TPYI 0cO0ell ¢ BBICOKMMU M HU3KUMU 3HAYEHUSIMU
MH/ICKCOB ACUMMETPUYHOCTH 110 KOMILIEKCY IePEMEHHbBIX, XapaKTepU3YIOIIIX
CTPYKTYPY, OpMyY U pazMepbl 0OGBEKTOB, B TOM YHCJIE U ¢ IPUMEHEHUEM METO-
JI0B TeOMEeTpHUYECKOi MopdomeTpun.

B nocseanem ciyyae M3aMEHYMBOCTb Pa3MEPOB OLEHMBAETCS 110 BeJIMYU-
HaM 1eHTpouiHbIX pazmepos (CS), dopmbr — cranmaptabiMu MeTosamu ['M,
a CTPYKTYPHBIX BapHaIllil HA OCHOBE TIPE/IJIOKEHHBIX HAMU METO/I0B (DeHOTpaM-
MeTpun — reoMeTprueckoil penernkn (Bacumibes u ap., 20186; Ocivna u ap.,
20188). Cuemyer, 0JiHaKO, OTMETHTD, YTO TIPOGIEMa TTIOMCKaA ONTHUMAJIBHBIX (e-
HOTHIIOB B MOTYJISIIAN €Ille JIaeKa OT OKOHYATETbHOTO PETeHUS.

IpymnmnoBoil aHaM3 BHIGOPOK BHYTPU IEHOIOMYJISIN,/TIOMYJISINH 110-
3BOJISIET BBISIBJISATH CXOJHBIE MEKIY COOOU (heHOMBI, OTHOCSIIIUECS] K PAasHBIM
skonam (CDT), Guorumnam, skoruiiam. B 1eHOTONysiuu B OOIBIINHCTBE CH-
TyaIuii PUCYTCTBYIOT 0COOU PA3HBIX MOJIOB, BO3PACTHBIX TP (MU CTAJAUN
Pa3BUTHUS), & TAKXKe MOP(, KOHTPACTHBIX U CKPBITHIX OUOTUTIOB. Bee aTu cTpyK-
TypHo-pyHKInonaasHbie Tpyisl (CDTY) hakTuueckn SIBISIOTCS 9KOHAMHU (CM.
Heatwole, 1989; Oszepckuii, 2010a) 1 umeror MOphHOGUNOTOTHIECKNE 1 UHBIE
(HarrpuMep, ATOJOTHYECKUE) 0COOEHHOCTH, 0OECTIeYNBAIOIINE CXOICTBO UX (he-
HOMOB U BBIIIOJIHEHNE UMU clielindryeckux reHotTudeckux gyukuuit. [loatomy
[IPeJICTaBUTENN KakI0T0 9KOHA He TOJIbKOo uMeloT creninduunyio IH, no taxke
3aHMMAIOT B MOP(QOIIPOCTPAHCTBE OLIPe/ie/IeHHYI0 MOP(hOHMILLY.

ITpeacTaBUTE M CKPBITHIX (KPUINITHYECKUX) OUOTHUIIOB TPOSIBJISIOT CXOJ-
CcTBO (DeHOMOB TIO CXOAHOW MOPGhOTreHEeTHIECKOW U/Mau MOPHOGU3NOoTOrIIe-
CKOH peakIuy Ha OAWH U TOT ke dakTop. [loaToMy TeopeTmueckn BO3ZMOKEH
JTUHAMWYECKUN aHaiu3 MOP(OHUII OJHUX W TeX K€ TPYII BO BPEMEHU, KOTO-
PBIil MO3BOJIUT BBISIBUTH TTOJOOHBIE KPUTITUIECKHE OUOTUIIBI (CKPBIThIE 9KOHBI)
110 CMEIIEHUIO UX UCXOAHBIX (/10 Hauasa JeCTBUS CTPECCUPYIoNiero hakTtopa)
Mophonuir B MophompocTpaHCTBe.

OreHuBast OTHOIIEHNST OOBEMOB PEATU30BAHHBIX M MOTEHITHATBHBIX MOP-
(orrpocTpancTB 18 KaxA0M MOPMOOHUIIN, MOKHO PACCUUTATH ATATTTUBHBIN
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moudukaimonnbiii norernuan AMP (adaptive modification potential) mop-
(hoHUIIT COOTBETCTBYIOMNX IPYTIIL:
AMP = |1 - (Vch,/(Vch,/N))|,

r/le HUKHUE WHIEKCHI 7 M X 03HAYaIOT COOTBETCTBECHHO MPUHA/JICKHOCTD K pe-
AIM30BaHHON (MJIM YaCTHOI) M MOTEeHIMaAbHOU (mim 0600IeHHOI) MopdhOo-
HUMIaM, a N — 4HCI0 U3YYEHHBIX Teorpaduuecku yIaTeHHBIX TOMYJISAINN BU/a
WM CUMIIATPUYECKUX BUAOB B coobinectse (Takcolene). B tunnunoii curya-
muu N = 1. «HactHas» MophoHUIIA OTPaskaeT pacceuBaHue OPAUHAT OJTHON U3
CPaBHUBAEMBIX JIOKAJIHLHBIX TOITYJISAINH, 8 «0000IeHHAsT> — 00beINHEHHBIX BbI-
6GOPOK CPAaBHUBAEMbIX JIOKAJIBHDIX MOMYJIsAIIiT Bujia. [Ipu cpaBHeHUN BBIOOPOK,
OTHOCHUTEJIbHO CUHXPOHHO B3SATHIX B PA3HBIX JIOKaIUTeTax (HAIpUMep, B OJUH
CE30H OJIHOTO M TOTO K€ TO/Ia), KasK/ast Takas BbIOOpKA GyIeT MMETh YaCTHYIO
pearn3oBaHHyI0 MOPMOHUIILY, a 06beUMHEHHBIE BLIGOPKU — 0OOOIIEHHYIO pea-
JmzoBanHyio Humny. [Ipyu cpaBHEHNN HECUHXPOHHO MOJIYYEHHBIX (HApUMeEp, B
pasHBIE TOJIbI) JIOKATBHBIX BHIOOPOK BU/IA M COBOKYITHOI 0606IEHHON BUIOBOI
BBIOOPKU peub OyAeT WATH TOJBKO O YaCTHBIX ¥ 0600IIEHHOI BhIOOPKaX BHA,
a He 00 MX PeaTM30BaHHbIX MOP(OHHUIIIAX.

ITomo6HbIe COOTHOIIEHNST MOP(MOHUII MOTYT ObITh OIIEHEHBI J1JIst OOCUCTEM
PasHbIX YPOBHEW mepapXuu. Mbl BbIJIE/IeM CIeLyolie YPOBHU CPaBHEHUSI:
BHYTPUMHIUBU/YJIbHBIN (KaK MPaBUJIO, /JIST MOAYJISIPHBIX OPTaHU3MOB), Me-
SKUHAVBUAYAIbHBIN, WM BHYTPUIKOHHDLIN (MHAUBUAYAJIbHDIN), BHYTPUIIOILY-
JISTMOHHBIN, T MEKIKOHHBIN (HAIpUMep, MPU aHAJN3e B3POCJBIX CaMIIOB U
CaMOK HJIH 0cO0eit pazHbIX GUOTOMOB), MEKITOMYJISIIHOHHBIN, BHYTPUIIEHOTHYE-
CKUIl, MEXKIIEHOTUIECKHUIL. B MOCIeIHUX IBYX CIyUasix peub ueT 00 aHAIN3e 13-
MEHYUBOCTH HAa yPOBHE TaKCOIEHOB B peskuMe taxon-free (Damuth et al., 1992;
Violle er al., 2012), T.e. 6e3 ydyera nIpuHAIJIEKHOCTH 0COOEN K BUIAM.

CoOTBETCTBEHHO 0OBEMbI PEATM30BAHHBIX (MJIM JOKATBHBIX) MOP(OHHUII
MOZKHO OLEHMBATh KaK OT[eJbHO (HallpUMeD, Y Kax/I0i d1eMeHTapHoil BhI6Op-
KIT), & TAKJKe 32 OJIH UJIU PA3HbIe OT/IeIbHbIE TIEPHOJIbI BDEMEHU, TAK 1 B CPEHEM
(Hanpumep, cpeatee 3a psz Jer). IloreHnuanpias (0600menHas) MOphOHHIIIA
COOTBETCTBYIOIIETO YPOBHST MEPAPXUU OGUOCHCTEM TIPECTABIISIET COGON He CyM-
MY, a MOJHBIH 06beM MOPMONPOCTPAHCTBA, 3aHATOTO BCEMHU PEATM30BAHHBIMU
(nmm stokanbHBIMI) MopdoHUIaMu. [losicHIM, YTO TIPU CpaBHEHUU HECKOJTh-
KUX TEHOTOMYJIAINH (=BUIO0B) 06HEMbBI UX YaCTHBIX MOP(MOHUIIT [7IsT KaXKIOTO
BHUJIa OTHOCATCS He K 00beMy 06001IeHHOIT MOP(MOHUIIM, a K HOPMIPOBAHHOMY
Ha YMCJIO BUAOB 00beMY yCpeaHEeHHON 06001eHHON MopdoHutm (cM. (hopmyry
BbIuncaeHust nujaexkca AMP).

ITpu paBHOM umcse HAOJIOACHUNA B CPaBHUBAEMbBIX BBHIOOPKAX MEHBIMHUIL
06beM MOP(hOMPOCTPAHCTBA, 3AHATHIN OJHON M3 HUX, KOCBEHHO YKa3bIBaeT Ha
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OTHOCHUTEJILHO OOJIBIIYI0 YCTOWYMBOCTH (TOJIEPAHTHOCTH) MOp(OTeHesa aTOI
TPYIIIIbI K IAHHBIM YCJIOBUSIM CPEJIbl, a GOJIBIIIT 06beM — Ha MEHBINYIO CTEMEHb
peryJisiiinu pasBuTusi U GoJibliiee paccerBaHre MOP(HOreHETHUECKUY TPAEKTO-
puii (BekTopoB) B MopdonpocrpancTse. [loaTomy nipu pacuere naiaexca AMP,
ero HanboJIblas BeJndrHa Oyuer HabMIoAAThCs Y TPYII ¢ HAUMEHBIIMM 00b-
eMoM MOpGhOHUTIT B MOP(MOITPOCTPAHCTBE.

Ha ocnoBe pgaa mnpoBeneHHBIX paHee uccienoBanuii (BacuabeB u ap.,
2010a; Vasil’ev et al., 2015) Mbl ycTaHOBUJIM HEKOE SMIIMPUYECKOE IMPABHIIO:
y BHJIOB-CyOIOMIUHAHTOB 06beM MOPGhOHUII B 0011[eM MOP(MOTIPOCTPAHCTBE CO-
obrecTBa 6oJIbIIE, YEM Y TOJEPAHTHBIX K JAHHOW Cpejle U MeHee M3MEHYMBbIX
BUJIOB-ZIOMUHAHTOB. [109TOMY y BH/IOB-IOMHHAHTOB BeJwuuHa uHpekca AMP
00BIUHO 10J17KHA ObITh OOJIbIIIE, YeM Y BUAOB-CYOIOMUHAHTOB.

Jlist cuMmatpuveckux BUOB, (hOPMUPYIONIUX TAKCOIIEH, € IEJBIO TOJY-
YeHusT KOCBEHHOI OTEHKM MEpPBI TTOTEHIMATLHOI CTOCOOHOCTH K 9BOJIOTINOH-
HBIM TIepecTpoiikaM Mopdoreresa MOKHO PaCCUUTATh HHIEKC 9BOJIBAOMIBHOCTH
(evolvability) — Evb nienonomnyJisiiiuii u TakcorieHa B 1iesioM. JIJIst OTaeIbHbIX
[CHOTOMYJISAIII CUMITATPUUECKUX BUIOB OH PACCUUTHIBACTCS TI0 CJCAYIONICH
dopmyie ¢ yueToM He TOJNBKO 00beMa pPeal30BaHHON WM TTOTEHIIUATbHON
x-mopdonumm Takconena Veh , Ho M 106aBIEHHOTO K HeMy MOIyo0beMa CBO-
6oxaHoro MopdonpocrpancTsa Veh | He 3aII0JIHEHHOI'O OPAMHATAMMU [[EHOIIOILY -
JISTUET CUMIIATPUIECKUX BUJIOB:

Evb, = 1 — [((Vchrp J(Velge + 05 Vehpye)) /N)],

N
Vchyy: = <VchxC - Z ) Vchrp),
i=

a N — 9uc/io U3ydyeHHbIX reorpauyecK yAaJleHHbIX TTOMYJISTIINI BUAA UIH T1e-
HOTOIYJISIMNA CUMITATPUYECKUX BUAOB B COOOIIECTBE.

Jluist Bcero TakcolleHa ToKasaTeb 001eil 9B0JIBAOMIbHOCTH MOKHO BBIUHC-
JIUTH TIO CXOHOM hopmyJre:

out’

rie

Evb, =1— (Zilvmrp) /N / ((Vehge + 05 Vehgu)/N)|.

Jo6asrenue moryobbeMa cB0OOIHOI0 MOP(OIPOCTPAHCTBA K 00IIEMY €T0
00beMY YUUTHIBAET YCJAOBHYIO TEOPETHYECKYIO BO3ZMOKHOCTD TIOTEHIINATBHOTO
C/IBUTA AJLTUIICOM/IOB PACCENBAHKsI OPAMHAT HE TOJILKO BO BHYTPEHHIOI 00J1aCTh
B [Ipe/iesiaX OKOHTYPEHHOTO 00111ero MopghonpocTpaHCTBa, HO U 3a €10 yCTaHOB-
JIEHHBIE [TPE/IEIIbL.
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JlJist OIIEHKU CTETIeHU TIePEKPbIBaHUs MOP(OHUIIN JAaHHOU TPYIIIBI 00b-
€KTOB C JIPYTUMU AHAJOTUYHBIMU TPYTIIAMU S TPEJIaraio MCIOJIb30BaTh KO-
s duinent nepekpoiBarust Mopdonuit — MOC (morphoniche overlapping
coefficient). CHauasia 110 3HaYE€HUSAM TPEYTOJIbHOM MATPUIBI 000OIIEHHBIX pac-
crostunii Maxasanobuca (D?) st Kax /101 IPyIbl 00bEKTOB PaCCYUTHIBAIOTCS
cpe/iHue TUCTAHIIMKI CO BCEMH OCTaJIbHBIME TpyiiamMu — MMU (mean measure
uniqueness), cpeiHss Mepa yHuKaabHOCTH BbIOOpKu (Berry, 1964; Bacuiibes,
2005; BacuibeB u sip., 2007), 3aTeM BBIYUCISIOTCS 3HaUeHUsT Ko duimenTta
epeKkpbIBAHUST MOP(OHUIIL:

MocC = (1 /(MMUL- /((ZZVMMU,-) /N))).

rie i — siueiika TpeyroJibHON MaTpuIlsl aAuctaniuii D2 a N — 4ucjio cpaBHUBae-
MBIX TPYIIT 06BEKTOB (HATIPUMED, YMCIIO U3YYEHHDIX reoTpaduuecKy yameHHbIX
HOTYJIATAN BUIA UJIU [IEHOMOTTY AT CUMITATPUYECKUX BUIOB B COODIIECTBE).
Hucso map rpymi BeuucsgeTcs mo u3BectHoi opmyse Np = N(N-1)/2.

[TprMeHsist OIUH 13 METOIOB PECOMILINHTA, B YacTHOCTH OyTcTpern (boot-
strap) ¢ nosryuenneM HecmenieHHbIX olieHok (Efron, Tibshirani, 1986; Chernick,
LaBudde, 2003), nanpumep TexHUKY OyTCTpena co CJIydailHbIM 3aMelleHu-
em (Bootstrap with replacement), MOKHO BBIUMCINUTD cpegHue 0OBEMbI COOT-
BeTcTBYIONIMX Mopdonui (mean morphoniche volumes), a takxe BesuunHBI
crangapTHBIX ombok (standard errors £ SE) v moBepUTENbHBIX WHTEPBAJIOB
(confident intervals — CI). CrieriuasibHO MOKHO TTOJYYUTh JIMCTHHT 3HAYEHUIT
[epPEeMEHHBIX I Kaxk 0 permkn Oyrerpena. 1o 9TUM MOBTOPSIONIMMCS Ce-
pUSM JIAHHBIX MOKHO TPOBECTH TMOBTOPHBIE MHOTOMEDHBIE CTaTUCTUYECKUE
PACYEThl, B TOM YHCJI€ KAHOHUYECKUIT aHAJII3 1 BBIYKCIeHe 0G00IEHHBIX Pac-
crosinuii Maxajanobuca (D?), 4To II03BOJIAT OLIEHUTHh CTaHAAPTHbIE OIIUOKK
(% SE) nst koadbdutimenta MOC. CytiiectByeT O0JIbIIIAs IUTEPATYPA € OTIMCAHU-
eM JIaHHOTrO MeTozia U gocTyinble nakersl R-iporpamm (R_Development Core
Team R, 2017), mostomy s He Gyay 31ech UX 00CYKIaTh.

[l7151 pacueToB ¢ IpUMeHEHeM MeTO/I0B FeOMEeTPUYECKOil MOPhOMETPUN U
IPYTHIX MHOTOMEPHBIX METO/IOB OP/MHAIINHU U KJIACCU(MUKAIIUT PEKOMEHIYIO HC-
0JIb30BaTh codeTanue makeros nmporpamMm TPS (Rohlf, 2017a,b), Morpho] 1.6d
(Klingenberg, 2011), PAST 4.04 (Hammer et al., 2001) 1 R-tiporpamm: geomorph
(Adams et al., 2013, 2017); geometry (Sterratt, 2019) u hypervolume (Blonder,
2019), a Takske 77151 11e71€l TPUMEHEHUS METOIOB TPAIUIITMOHHON MHOTOMEPHOM
MOP(MOMETPUM U IPYTUX METOAOB CTATUCTUKU PEKOMEHIYIO UCITOIh30BaTh HO-
BBIif TaKeT TPUKJIAHBIX TIporpaMum Jacobi 4 (www,jakobi3.ru; Epumos, 2015).
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I'naBa 9
IIpumepbl cpaBHeHUs MOP(POHUII HAa Pa3HBIX YPOBHAX
OMOJIOTHYECKON HepapxXuu

[TpomoskrM paccMOTpeHre KOHKPETHOTO IIPUMepa OpIHAIKU (POPMBbI JIn-
CTHEB JIBYX [EHOTIOMYJISIIUI Gepe3bl TOBUCJION, TIPOU3PACTABIINX HA KOHTPOJIb-
woMm (Cn) u umnakTaoM (Im) ydacTkax B 30He BJIMSIHUSI BBIOPOCOB TSKEJIBIX
MetasuioB CYM3a (cM. Boitie, raiasa 7). Ilocne TenepammzoBannoro IIpokpy-
crosa anaiusa (GPA) 6buia nposenena opauHaius (GOPMbI JHCTHEB METOLOM
rinaBubix KommoneHT (FK) 1mo mpokpycTtoBbiM KoopanHaTaM 00BEKTOB, a 3aTeM
o opautaTam 'K BbITOIHEH KaHOHYecKwit anasus no 10 Beidopkam, mpeicras-
JsronuM JucTbs 10 gepeBbeB: ATh U3 HUX MPUHA/IIEKAIN HeHomomyasannu Cn,
a satb — Im. Ilo mepBbiM ByM kaHoHnueckuM repemeHHbiM (CV1, CV2), na
KOTOpBIe TPUILIOCh 91.4% MEKTPYIIIOBO uciepcri, Oblia MPoBe/IeHa mMporie-
nypa 2D-kapTupoBaHus MIIOTHOCTEN OPAMHAT (TOYEK) METOIOM (DYHKITMOHATb-
Horo criakusanust (Kernel density estimate), peaqusoBaHHBIM B [TPOTpaMMe
PAST (Hammer et al., 2001). IIpumMeHeHHOE [TPU 9TOM MacIITabuPOBAHUE JaeT
OIIEHKY YMCJIa TOYEK Ha TIIIOMIA/IU, OKOHTYPEHHOI N30JUHNEH, 2 He BEPOSTHOCTD
WX JIOKJIBbHOM TIOTHOCTH. OTeHKa MJIOTHOCTEH TOYEK OCHOBAaHA HA MCIOJIb30-
BaHuU BeJmunHbl TayccoBoit pyukimu (Gaussian kernel function) ¢ saganHoit
BEJIMUMHON paanyca r (B TaHHOM ciydae = (0.52) 1 BEIUNCACHITEM eBKINIOBBIX
JIMCTAHIIAI MEK/Y BCEMU TTAaPAMU TOUEK.

B wurore kaprupoBanuss MOPGOIPOCTPAHCTBA, HCXOAHO 0OPA30BAHHOTO
B10Jib oceit CV1 u CV2, KoHTypHbIE U30JIMHUN TLJIOTHOCTEH OpAruHaT 06eunx 1e-
HOIIOMYJISIIIMIA OKa3aJiCh Pa3oOiieHbl APyT oT Apyra (puc. 23): cieBa pacioia-
raiorcsa opauHathl umMnaktHoi (Im) Beibopky, a crpaBa — KOHTposbHOI (Cn).
Paspesstioniast BBIGOPKY YCJIOBHAsT TPAHUIIA TIPEACTABICHA HA PUCYHKE BEPTH-
KaJIbHOW HNITPUXOBOU JIMHUEH.

B HexoTopoM cMbicsie pe3yJibTaTbl KapTUPOBAHUS IJIOTHOCTEH Yncya OpAn-
HAT JINCTHEB /IePEBbEB [IBYX IIEHOIOILYJIAIMEI MOAEIUPYIOT B MOP(OIIPOCTPAHCTBE
JBa pas3ubix kpeopa (B mormmannn K.X. Yoaauarrona) — Cn u Im, koTopbie ompe-
MENAI0T 0COGEHHOCTH MOP(hOTeHe3a JTUCTheB. B KOHTPOIBHOT MEHOMOMY AN B
OTJINYHE OT MMITAKTHO HAOJIFOIAI0TCS /[BA yUACTKa TOBBIIIEHHON TJIOTHOCTH YHC-
sa opamHat — Cn-1 u Cn-2, oatomy (hopMabHO MOKHO BBIIEJIHUTH Ba CyOKpe-
ona (Cn-1u Cn-2). Jyist moJtydeHUs HAJIe)KHBIX BBIBOIOB, GE3YCJIOBHO, TPEOYeETC st
HCIIOJIb30BATh HE IISITh, @ Ha TIOPSIIOK OOJIbIIee Yncio ocobeil (iepeBbeB).
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MoskHO Takxke OTMETHUTDH, YTO B IMOAIIPOCTPAHCTBE UMITAKTHON IIEHOIIOITY -
JISIIIUY COCPEIOTOYEHBI HECKOJBKO YKJIOHSIONNXCS OPAUHAT JINCTHEB, KOTO-
pble MOKHO paccMaTpuBaTh B KadecTBe MOpdo30B (Mph) — orkioHsommxcs
MopdoreHeTYecKnx TpaeKTopuil. Bee mapHbie 06001eHHbIE paccTostHus Ma-
xasmanobuca (D?) mesxny 10 nepeBbsiMu 1o hopMe X JIMCThEB OKA3aIUCh CTATH-
CTNYECKU 3HAYVMbIMU.

17.7

\

0.0

Puc. 23. Pesyasrarsl 2D-kaprupoBanus ¢ HOCTPOCHUEM M30JIUHUI IIOTHOCTEH OpAXHAT JIU-
cTheB KOHTPOsIbHOI (Cn) u nmmakTHOI (Im) teHonmomnysiiwii B. pendula B 30He TeXHOTEH-
Horo BiausHusgs CYM3a meroziom dyHkimonanbHoro craaskusatius (Kernel density estimate)
3HAYeHUH TepBBIX ABYX KaHonmdeckux oceit (CV1, CV2). OpauHate! JHCTbeB KOHTPOJBHON
EHOTOMYJISIIIT JIOKATN30BAHbI [IPABee BEPTHKAIBHOI IITPUXOBOM JIMHITH, PA3IEISIONTAX 00¢
BbIOOpKU. OGo3HaueHus: Im — 06sacTh peasusaluu JUCTHEB B PycJie KPeojia MMITAKTHOI 10~
nysstigni; Cn-1 1 Cn-2 — T0 ke s IBYX CyOKPeoioB B MOPGOIPOCTPAHCTBE KOHTPOJIBHOIT
teHomnomnysiiy; Mph — yriomstonyecst hopMmbl JicTheB, MOPGO3BI; ClIpaBa BHU3Y yKa3aHa
KA MIII0THOCTU YHCJIa OP/ITHAT.

[l71s1 nepeBbeB BHYTPHU KaKIOU IEHONOMYJISAIUN YPOBEHb WHIUBUILYAIb-
HBIX pasanduil ObI GJUSKUM TI0 BeJIMYMHE W B cpefiHeM coctasua D? = 6.1, a
Mesky HeHononyJsiiusimu — D? = 29.1, T.e. 6bw1 moutu B 5 pas Boiie. J[uckpu-
MUHAHTHBIN aHAJIN3 TPOKPYCTOBBIX KOOPAUHAT JABYX IIEHOTIOIYJIAIIIT TOKA3aT,
YTO KOPPEKTHOCTh KJIaccudbukanuu (HOPMbI JUCTbEB MO MPUHAMJIEKHOCTH K
cobeTBeHHBIM BhIGOpKaM coctaBuiia 98.7%. Tlocie mepekpecTHOTO TPOBEpOY-
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Horo tecta (cross-validation test) oHa coxpaHuIach HOYTH HA TOM K€ BBICOKOM
yposte (90.2%). HeoOX0AuMO OTMETUTH, YTO TAKOIl YPOBEHDb Pa3Myuii HETH-
MITYEH /I CPAaBHEHUS IBYX CMEKHBIX IEHOMOMYJISIINH (3TO XapaKTEePHO IS
nuddepeHITnPOBAHHBIX BHYTPUBUIOBBIX IPYIII, HAPUMEDP TO/IBUIOB) W OTpa-
JKaeT OY4eHb BBICOKMIT YPOBEHD IIPOSBJIEHUsT 0c000 (POPMBI OlIpeieieHHOI O1o-
TONMUYECKOI M3MEHUYUBOCTH, KOTOPYIO MBI PaHee OIpe/leIMId KaK TeXHOTeHHAs
nsmenunBoctb (Bosbiakos u zap., 2011; Bacunbes u ap., 2013). Pacemotpum
Terepb cooTHolerre 06beMoB Mopdonuir (Veh) 110 BemyrmHaM 2JIATICOUI0B
pacceuanust opaunar (3D convex hull) 8 Mmopdonpoctpatctse ast cooTet-
crByomux rpymir: pMIM otaesnbHbIx ocobeil u pIIM aByX HeHomomy i 6epe-
36l oBUCI0M (Tabr. 1).

Tabnuua 1. Cpasnenue unOUSUOYATLHLIX U ZPYNNOBLIX UHOCKCO8 MOPGHOHUL C
yuemom cmanoapmuvlx ouubox (£ SE) 6 KoHmpoisHou u umMnaxmuoi yenono-
nyasuyusix 6epesot nosucioi 60ausu CpedHeypaivekozo MedeniasuibHozo 3a600a

(CYM3).
Kox O6bem NupuBunyams- | AnmanTuBHBIN Cpennee Muneke
u MOPGhOHUIITI HBII 00beM Mouduka- 3HAYeHWe | ONTUMAJIbHOCTU
HOMED (Veh) MophoHUTIH IMOHHBIT AMP nieso- | peanu3oBaHHON
nepesa | 3D convex (IVM) MOTEHIHA HOIY AT MopdoHuIIN
hull (AMP) (RMO)
KonTtposbnag nenonomysnsius (Cn)
Cn, |5.797+0.124 | 0.362+0.008 | 0.905 +0.002 1.159 £0.018
Cn, | 8.882+0.099 | 0.555+0.006 | 0.854+0.002 0.711 £ 0.015
Cn, | 44590273 | 02790017 | 09270004 | *FT=G0N | #1353+ 0040
Cn, | 8345+0.309 | 0.522+0.019 | 0.863 + 0.005 0.789 £ 0.045
Cn, | 6.950+0.095 | 0.434+0.006 | 0.886 + 0.002 0.991 +£0.014
WNwmaxTtaag nenonomysanus (Im)
Im, | 7.080+0.154 | 0.442+0.010 | 0.902 + 0.002 0917 £0.024
Im, |8119+0.191 | 0.507 £0.012 | 0.888 + 0.003 0.759 £ 0.029
Im, | 5:7920.139 | 03620009 | 09200002 | S0 =G0 1114 0,021
Im, | 5.842+0.076 | 0.365+0.005 | 0.919 £ 0.001 1.107 £ 0.011
Im_ | 5.873£0.182 | 0.367 +0.011 | 0.919 £ 0.003 1.102 £ 0.028

Ipumeuanue: [locienpoyedypulpaped akiuuuucio UCmves 8 6bi6opKrax oiaKkalicdozo depesa
duxcuposano (n=16); * — peromun ocobu 6au3ox k onmumanvromy (no suavenuio RMO).

B ob6mem 3D MOphOmpOCTpaHCTBE BIIUIICOUABI PacCeUBaHUs 0coOei
JIBYX TIEHOTIOMYJISAIII (hPOPMUPYIOT [IBE€ OTHOCUTEHHO YAQJIE€HHBIE IPYT OT JIPY-
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Ta COBOKYIHOCTU PEATN30BAHHBIX WHIUBU/IYAJTbHBIX MOp(l)OHI/IH_I, OQHAKO U B
npeaesmax CBOuxX HeHOHOHyJIH]_H/Iﬁ MHOTUE U3 HUX 3aHUMAIOT CO6CTBeHHbIe NH-
JIMBUyaJIbHbBIE HETlepeKpbIBatolnecs obaactu (puc. 24).

Puc. 24. Pa3mernenne a/miIiconIoB paccenBaHms OPAMHAT JIMCTBEB, XapaKTePU3YIOMNX pe-
AIM30BaHHbIe WHAMBUAyaIbHble MOP(OHUIIN [ePeBbeB Gepesbl MOBUCION B KOHTPOJBHOIL
(Cn,—Cn,) n nmmaxrioit (Im,~Im,) nenonomyamuax B obiiem MopdonpocTpancTse, obpa-
30BaHHOM TpeMst KaHoHnueckumu mepemennbiMu (CV1-CV3). Kaxprii asumcons xapaxkre-
pusyet 95% aucnepcun 00bekTOB (KOH(UTYpaLUii TUCTHEB JepeBa).

B KOHTPOJBHON LEHOOMYIAUN 00beMbl MOP(OIIPOCTPAHCTBA, 3aHIThIE
pean30BaHHbBIMU MHANBUAYAIbHBIMU Mopdonumamu (pMIM) kosebasmch ot
4.459 o 8.882, a B ummakTHOil — ot 5.792 no 8.119, 1.e. B Gosiee y3koMm jua-
[asoHe 3HaueHUd. B KOHTPOJBHON HEHOMOMYIAIHA TOIBKO MeXIY 0O0bhbeMaMu
mopdonnm gepesbes Cn, 1 Cn, pasyinuus ObLIN CTATUCTUYECKN HEe3HAYMMBI
(p>0.05), a MexKIy BCEMU OCTAJIbHBIME MTPOSIBUJINCH JOCTOBEPHbBIE PA3INYMS TI0
Veh. B nmmnakTHoil nenonomy iy tpu ocobu (Im,, Im, i Im,) cxoambt 1o 06b-
emam pVM, a ocTasibHbIE 3HAUUMO PA3THUAIOTCSI.

B Tabi. 2 npuBeaeHbl Pe3yJIbTaThl MHOKECTBEHHOIO CPABHEHMS 3HAUEHUI
carydaitHeix OyTeTpen-perink Veh OTAeIbHBIX JIEPEBbEB IBYX IIEHOIOIYISIIAN
Ha ocHoBe JByX(dakropHoro auctepcuorroro anamusa (Two-way ANOVA) c

142



IIPUMEPDBI CPABHEHUA MOPDOHUII

ydetom Bausiaus daxTopos: naauBuayym — Ind, nernonomynsius — Cp u ux
szaumozeiictug (Ind x Cp).

Tabruya 2. Pesynomamot deyxgpaxmoprozo ducnepcuonnozo anausza (Two-way

ANOVA) snauenuii cayuaiinoix 6ymempen-peniux o6vemos (Veh) peaiusosanmnvix

unousudyarviolx mopponuur (M) no gopme mucmoes y depesves KOHMPOLb-

HOU U UMNAKMHOU UeHONONYLAuutl bepe3vl nosucioil 6 sone eiusnus CYM3a na
Cpednem Ypane.

Cymma Yucao | Cpexnuit Yposenb
VeTommK mamenansocry | KBAAPATOB | CTeneHeil | KBajpar F 3HAYNMOCTH
(SS) cB06OIBI (MS)
(d.f)
Wummsuayym (Ind) 192.850 4 48.213 93.24 | p<0.0001
[enomnomysstims (Cp) 4.776 1 4.777 924 | p=10.0028
Bsaumogetiictsue (Ind x Cp) 86.647 4 21.662 41.89 | p<0.0001
Buytpurpymmosast (Within) 77.562 150 0.517
O6mas (Total) 361.835 159

BoisiBiienbl 3HaunMble pa3iindust 1o 000uM (hakTopam, a TakKe UX B3au-
MOJIEHICTBUIO, TIPUYEM JIOJISI MEKTPYNIOBON M3MEHUYHMBOCTU OT OOIIei MeXIy
HeHomonyJsisivu cocrasmiia 1.32%, MexunauBuayanbuoit — 53.3%, a B3au-
mozeiicteust — 23.95%. Jlosst cymmaproil dakrTopuanbHoil aucnepenn (Ind +
CP + Ind x CP) cocraBuiia 78.56% ot obiieil 1 okasanach B 3.67 pasza GoJibliie
o01ell BHYTPUTPYIITIOBOI (BHYTPUUHANBUAYATbHON ). Takum 06pasoM, MeKIH-
JMBUYaJIbHbIE Pasamdust 1o 00beMy pYIM BBIPasKEHBI CYIIECTBEHHO OOJIbIIE,
yeM MexieHononyasanrnonasie — pIIM, ogHako, TOCKOJBKY B3anMO/IeiCTBIE
(baxTOpPOB Tak:ke BHOCUT CYIIECTBEHHBIN BKJIAJ] B MEKIPYIIIOBBIE PA3THUNS,
MO>KHO 3aKJIOYUTh, YTO B PA3HBIX 10 YPOBHIO 3arps3HEHUS CPEbl YCIOBUSX
0coOU TIPOSIBUJIM PA3HYI0 U3MEHYMBOCTH 00HEMOB HHIUBUIYAIbHBIX MOPHhO-
Hu Veh.

J1J15 KOHTPOJIBHOU TIEHOMOMYJISIUY Al TUBHBIN MOAM(MUKAIIMOHHBIH 110-
renruan AMP cocrasun 0.887 = 0.013, a gt ummaxktaoir — 0.910 £ 0.006, T.e.
pasIM4uss MEKIy 06erMU TIEHOTIOMYJISAIUAME OKa3aJIUuCh HeBEJIUKU (CM. TabJI.
1) u cratuctrueckn uHeanaunMmbl (t = 1.61; p>0.05). [TockosbKY B UMIIAKTHOI
LEHOIIOIYJISAIIUY PE3KOTr0 yBeJarnueHus MOPGhO30B 110 KOH(PUTYPAIIUU JIUCTLEB HE
HabJTIOIAETCST, MOJKHO 3aKJIIOYNTh, YTO 3/IECh PETYIUPOBAHIE PA3BUTHUS IOUTH He
HapylIeHO, HECMOTPS Ha BBICOKMI YpOBEHb 3arpsisHeHus cpesbl. Tem He MeHee
B UMITAKTHOMW TIEHOTIOMYJISIITAU MTPOUBOIILIO PE3KOE TePEKIII0UYEeHNE TTPOrPaAMMbl
Moporenesa. IlockosbKy pasMepbl JUCTHEB B UMITAKTHOW TEHOMOMYJISIIUN
3HAYUMO MEHBIIIE, T.€. POCT JUCTHEB YTHETEH, MOKHO TI0JIaraTh, YTO B JIAHHOM
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cyJae 3aMe/IJIeHe POCTOBBIX MTPOIECCOB U TIEPEKII0UEHNE TPOrPaMMBbl MOPGhO-
reHe3a OTpakaT 00IIYI0 (HOPMAIbHY0) MOP(hOTreHeTHUECKY 0 U MOpdobhusmo-
JIOTUYECKYIO PEAKITUIO UMITAKTHBIX IEPEBhEB HA (haKTOP 3arpA3HEHUS.

Takum 00pa3oM, B yCJIOBHUSX TEXHOTEHHOTO 3arPSI3HEHMSI TIPOSIBUJIACH OTIPE-
JlesieHHast MojuduKaius pa3Butus, (GopMUpyolas XxapakTepuyio Kougurypa-
IO JINCTBEB B TIPEIesiaX HOPMBI JIPYroro (DeHOTHIIA, OTJINYHOTO OT (heHOTUTIA
KOHTPOJIBHON TieHonomnysaiuu. [locie nepekioyeHnus MporpaMMbl Pa3BUTHS
B MMIIAKTHOW IIEHOTOMYJIAIMU MopdoreHes JHUCTbEB MPOTEKAET B TIpefiesiax
HOPMBI JIJIs1 HOBOH TOJIIPOTpaMMbl MOpgoreHesa, JHIIb U3Pe/iKa pean3ys
Mopdosbl. [lokazaTenbro u To, yTo uHAEKC AMP He paszindaeTcs: MexIy 11eHO-
HOIYJIAIUAME, HECMOTPS Ha BUJIUMbBIN 3 (heKT, CBSA3aHHDIN ¢ BBICOKUM 3arps3-
HEHUEM CPe/Ibl B O/IHOH U3 HUX.

CpasuuBas cpennee 3Hauenne AMP peaan3oBaHHONW HUIIH B KaXKIOH Iie-
HOTIOMYJISITINY GePEe3bl MOBUCIIOH ¢ HHAMBUAYATLHBIMU AMP, MOKHO OTMETHTD,
9TO B KOHTPOJIBHOI 1O Kpaiineil Mepe, y aByx ocobeit (Cn, n Cn,) WHANBHILY-
AJIbHBIN TTOKa3aTesIb BBIIIE, YeM CPETHUH 1eHOTONYISIMOHHBIN. B MMIakTHOM
rpynmupoBke Takux ocobeit Tpu (Im,, Im, u Im,). ITockompky y aTHX 0cobeit
00beM peaT30BaHHBIX MOPMOHUIIT B 06111eM MOPMOIIPOCTPAHCTBE MEHBIIIE, YeM
y IPYTUX, MOSKHO TIPETIONATaTh, 9YTO Y HUX TOJIEPAHTHOCTh MOP(OTeHe3a K yCJIo-
BUSIM CPe/Ibl OTHOCUTENIBHO BbIIIE, YeM Y 0COO€H, TPOSBUBIINX GoJiee IMPOKUT
Beep U3MEHYNBOCTHU 110 (hOpMe JINCTHEB.

CpaBHeHue MHIAMBUAYaIbHbIX 3HaueHuil nnHjaekca RMO B 06enx 1eHomo-
IyJIANUAX BBISBUIO HanbOJIbIee 3HAYCHKe JaHHOrO MHjeKca y aepesa Cn, —
1.353%0.040, xkotopoe moctoBepHo Bbitre (p < 0.0001), ueM y Bcex oCTaTbHBIX
M3y4YEeHHBIX JIEPEBHEB B 0OEUX IEHOMOMYISNUsIX. [[09TOMY MOKHO Mpenoia-
raTh, 4T, BEPOATHO, UMeHHO 0co0b Cn, IIpHO/IMKAETCs 110 CPABHEHUIO CO BCEMU
IPYruMu K (hEeHOTUITY, KOTOPbIil Hanbojiee COOTBETCTBYET B JIAHHBIX YCJIOBUSIX
ontuMajibHoMmy cocrosituio (B nonuManun C.C. IIsapua (1968)). s Goee
OTIPE/IETIEHHBIX CYXKICHIH, 6e3yCIOBHO, TPEOYETCSA 3HAUYNTENHHO OONBINITI Ma-
Tepuas, 4eM GBI UCIONB30BAH B IAHHON MOJIETHHON CUTYAIIHH.

B uTore MOKHO 3aKJIIOUNTh, YTO JJIUTETBHOE POU3pacTaHie Gepes Ha M-
MAaKTHOM yYacTKe TIPUBEJIO K MEPEKTIOYEHUI0 TTPOTPAMMBI Pa3BUTHS JINCTHEB
BCEX JIePEBLEB W HAMPABJICHHOMY N3MEHEHUIO MX MOP(hOTEHE3a, a CIe0BATEb-
HO, U UI3MEHEHUIO PEATM30BAHHBIX MH/IUBU/Y AJIbHBIX MOP(MOHUIII TT0 CPABHEHUTO
€ IePEBbSIMU KOHTPOJILHON TIEHOTIOITY JISTUH.

Paccmorpum etiie ogrH nipuMep aHajin3a MOPGOHUIIT HA BHYTPUIIOIYJIS-
[HOHHOM ypOBHE. [PYIIIOBOIl aHa M3 BHIOOPOK BHYTPU IIEHOMOIYJISIIUN I10-
3BOJISIET BBISIBJISITH CXOJHBIE MEKIY CO0OH (heHOMBI, OTHOCSIIUECS K PAsHBIM
cTpyKTypHO-(yHKInonanbabim rpymnam (CDOT). Bee atu rpyiiib MOryT uMeTh
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Mopdodusnosoruieckrne U uHble (HalpuMep, STOJOTHYecKne) 0COOEHHOCTH,
obecrieunBaIiie CX0JACTBO UX (DEHOMOB ¥ BBIMOJHEHUE UMH CXOHBIX CIIEIl-
ndryecknx menorndeckux Qyukiuit. [loaromy npeacrasurenn xkaxaoin COT
He TOJIbKO JIOJIKHBI UMeTh crieiinduunyio IH, Ho Takke JOJKHbI 3aHUMATH B
mopdorpocTpanctse onpezeentyio Mmopdonuiry. Oaxtuyeckn CDI, kak yxe
OTMEYAJIOCh B IJIABE 4, SIBJISIOTCS 9KOHAMH, TI09TOMY B ITAHHOM CJIy4ae IIPe/Io-
JlaraeTcst cpaBHeHre MOP(OHUII Pa3HBIX SKOHOB B 00111eM MOP(MOTIPOCTPAHCTBE.

MurepecHblil pe3ysibraT ObLT MOJYYeH HAMU Ha IPUMEPE CPABHEH ST H3MEH-
yuBOCTU (POPMBI U Pa3MEPOB BEPXHEro TpeThero miéunoro 3yba (M3) y npes-
CTaBUTEJIEN IBYX 9KOHOB — B3POCJIBIX CETOJIETOK CAMIIOB I CAMOK KPACHO-CePOit
nosnesku (Craseomys rufocanus), BXOJSIIUX KaK BHYTPHUIIONYJISITHOHHbIE TPYTI-
el (CODI') B cocraB reorpadudeckn yIaaeHHbIX MOMyJsinii Buaa na lOxuom,
Cpennem u ITomsiprom Ypane (Bacunbves u sip., 2020a). MIasmenunBocTh KOH-
uryparn prcyHKa jKeBaTelbHOI MOBEPXHOCTH 3y6a, OlleHEHHAss METOMaMU
reoMeTpuIeckoil MopoMeTpun, MO3BOJISIET CPABHUTD B TOIMYJISIINASX PA3HbBIX
PUPOIHBIX 30H 06beMbl MOPGOHUII B 0011eM MOP(hOITPOCTPAHCTBE.

Bhauasie KpaTKO pacCMOTPHUM TTOJTYYeHHBIE PE3YIBTAThI, XapaKTePU3YIOIINe
XpoHOTpadIecKyto MI3MEHIUBOCTH (hOpMbI M3 B MOy SN KPACHO-CEPOT 110-
JIEBKH, HACEJSIONIEH HU3KOTOPbst B BUCHMCKOM MPUPOIHOM OHOCHEpPHOM TOo-
cynapctBeHHoM samoBenunke (Cpexunii Ypar: 57°28 c.ir., 60°00” B.1.). Hamu
HCIOJIb30BaHbl My3eliHble KpaHuosjorndeckue cepuut (95 9K3.), coOpaHHbIE B
getHuit epuoy (uosb—asrycr) 1975 u 1977 rr. Marepuan 8 1975 1. 6611 co-
GpaH TPY BBICOKOI OTHOCUTENBHON YnCIeHHOCTH TIonyasaimn — 22.8 ocobeii Ha
100 s10B.-cyT (61aronpusTHBIE YCJAOBHS): caMIlbl — 22 9K3., camku — 17 9K3., a
B 1977 r. mpu nuskoit — 3.2 ocobeii na 100 10B.-cyT (HeOIATONPUATHBIE YCIO-
Bust): camirbl — 26 9K3., camku — 30 aKk3. V3ydeHuble BBIOOPKY IIPEICTABIEHbI
ceroyieTkaMu 060UX TOJIOB (TOBEHUIIbHBIE 0cobu wcKiouerbr). DoTorpadun
M3 Bbinosinuau ¢ nomoribio (oroarnmnapara Canon Eos 450, ycTaHoBIeHHOTO
Ha Mukpockorne MBC-10 ¢ paspemennem 2400 dpi. Ha uso6paskenusx 3y6oB ¢
nomorieio mporpamm tpsUtil u tpsDig2 (Rohlf, 2017a,b) pasmectuiu koudury-
paruu 30 metok-taHamMapok (landmarks), mossosisionire XapakTeprsoBaTh U3-
MEHYMBOCTH (DOPMBI JKeBATEIbHOI MoBepXHOCTH 3y6a (puc. 25).

CynepumMmosuninio (superimposition) KoHMUTYpaIuii JaHIMapoK ocyIie-
CTBUJIM METOJIOM TeHepasiusoBanHoro ITpokpycrosa anammsa — GPA (Rohlf,
Slice, 1990) ¢ npuMeHeHrEM MeTOAA HAUMEHBLIIMX KBAJAPATOB U BBIYKUCJIEHU-
eM TPOKpycToBbIX KoopauHaT (Procrustes coordinates) ¥ OTHOCUTEJNBHBIX Jie-
dopmanuii (Relative warps — RW), xapakrepusyiolmx n3MeHUnBOCTb (hOPMbI
(shape) pucyHka sxeBaTesbHOM OBEPXHOCTU 3y00B. MEKTPYIIOBbIE PA3IUIUsT
KoH(pUryparyu 3y60B OIEHUBAIN C MOMOIIBI0 METOJOB JAUCKPUMHUHAHTHOTO

145



A.l Bacunves KOHIEIII[UA MOPDOHUIIIN...

Puc. 25. Pazmenienne MeTOK-JIaHIMaPOK (@), XapaKTepU3yoIUX U3MEHYMBOCTb (POPMBI Ke-
BaTeJIbHOU TTOBEPXHOCTU TPETHEro BepxHero méunoro 3yba (M3) KpacHO-cepoii MOJIEBKU 1
kapkacHas (wireframe) cxema (b) koudurypanuu sanamapok (7-30).

aHaJM3a MPOKPYCTOBBIX KOOPANHAT M KAHOHUYECKOTO aHAJIN3a OTHOCUTETHHBIX
nedopmartuii. KocBeHHY0 OIIeHKY 00IINX Pa3MEPOB JKEBATETbHON TTOBEPXHOCTH
3y6OB BBITTOJHUIN HA OCHOBE WCIIOJIb30BaHUsI EHTPOUAHOTO pasmepa (CS —
centroid size), KOTOPBIN BHIYUCISIN KaK KBaPATHBIIA KOPEHb 13 CyMMbI KBa[pa-
TOB PACCTOSIHUH OT 1EeHTPa KOHMDUrypaIiu n300pakeHust 10 Kak/I0H 13 METOK
(Rohlf, Slice, 1990).

Crerenb IPOSIBIEHUST TOJOBOTO IUMOPGU3MA [IJis PA3HBIX MOKa3aTesei
paccuurtbiBasu 1o opmysie SDM = [(Xf/Xm) — 1]100, rae Xf — cpentee 3Ha-
yeHue rokasaTesst y caMok, a Xm — y camioB (Lovich, Gibbons, 1992). TIpu
MHOTOMEPHOM aHAJIM3E JJis ITOM I[eJIH UCIOJIb30BAIN KBaJpaTupoBaHHbie 0000-
neHHbie paccrosiaus Maxananobuca (D?) ¢ yuetoM ypoBHE X 3HAUUMOCTH.

[l oleHKH BHYTPUIPyHIoBoro mopdopasnoodpasusa (morphological
disparity) vcmonb30BaIu METOT aHAJIM3a TTATTEPHA GIVKANTITIX COCEIHIX OP/IU-
Hat (nearest neighbour point pattern analysis) B nipejesax rpyIoBbIX IIOJUTO-
HOB n3MenunBocTH ([lasuc, 1990; Hammer, 2009), mocTpoeHHBIX 110 3HAYEHUSIM
MIePBBIX IBYX KAHOHMYECKIX IlepeMeHHBIX. BesinunHa cpefiHell ANCTaHIINN MesK-
oy 6mmkaimvu cocemauMu opauHatamMun MNND (mean nearest neighbor
distance) u ee mucnepcust VarNND xapakTepusyioT YPOBEHb BHYTPUTPYIITOBOTO
MopdopasHo0Opasust, a B ciaydyae IPUMEHEHUST METOIOB F€OMETPUIECKON MOp-
(omeTpun BozpacTanue 9THUX TOKa3aTesiell TPAKTyeTCss HaMU KaK yBeJudeHue
Beepa MopdoreHeTnueckux Tpaekropuii (Bacusbes u ap., 20186).

Ienrpountbie pasmepsl 3y6oB (CS) B 06beuHEHHBIX BBIOOPKAX CAMIIOB U
caMOK BUCUMCKOH nomyJsituu Ha CpeeM Ypase (1abu. 3) I0CTOBEPHO pasJiv-
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yanuch (t = 2.59; p < 0.01). IIpu Goiee neranbHOM CpaBHEHUU BHIOOPOK PAa3HbBIX
MOJIOB B BUCKMCKOH momyJisiiuu (cM. Tabut. 3) ycTaHoBJieHO, uTo 3HadeHust CS
KaK y CaMOK, TaK M y CaMIIOB TP BBICOKO uncaeHHOCTH B 1975 T. uMesn TeH-
JeHIUIO ObITh GoJiblile, yeM B 1977 r. Ipy HUBKOI YMCAEHHOCTH. 3HAYUMOE Pas-
JINY¥E TP 3TOM MPOSBUIIOCH TOJIBKO y camiioB (p = 0.012), oTpaxkas HexoTopoe
yTHETEHHE POCTA 3BEPHKOB 1 COOTBETCTBEHHO X 3yOOB B MeHee OJIarompusiTHBIX
yeaoBustx 1977 r. Ilpu atom kak B 1975 1., Tak u B 1977 1. cpeHuil IEHTPOUTHBII
pasmep 3y6OB CaMOK MMEJT TEHIEHITMIO TPEBBIIIATH TAKOBOU Y CAMIIOB. 3HAYUMO
atot adgdexr npesbitienns: CS y camok nipossuiics B 1977 1. (p = 0.029). Hau-
GoJIbIlas CTEIeHb II0JI0BOTO ANMOP(HU3MA 110 HeHTPouAHbIM pasmepam (CS) Ha-
6oganack B onyasiuu B 1977 1. (SDM = 4.18).

Pacemorpum xponorpaduueckyio nameHunBocTh (opmbl M3 Ha mipumepe
CaMIIOB M CaMOK BHCUMCKOH momysisiiinu Ha CpenneM Ypase. JluckpuMuHaHT-
HBIIT aHAJIN3 TPOKPYCTOBBIX KOOPANHAT BLIOOPOK B TOABI BBICOKO# 1 HU3KOH UriC-
JieHHOCTH BbIstBUJI 3HaunMble (JIsmOma Yuska (Wilk's A) = 0.233; D? = 13.31;
T? Xoremmunra (Hotelling’s T?) = 305.82; d.f.1,2 = 4,90; F = 74.02; p < 0.0001)
MEKTPYTITIOBBIe pa3iaudusd (puc. 26).

Yacrora, %

]

i i e
HF
i e

1977

L T
-16  -12 -8 -4 0 4 8 12
Juckpumunantaas pyunkuus (DCF)

Puc. 26. PesysbraThl ANCKPUMUHAHTHOIO KAHOHUYECKOTO aHAIN3A IPOKPYCTOBBIX KOOPAUHAT
dopmbl 1méyHoro 3yba M3 B BUCUMCKON MOIYJIAIMN KpacHO-cepoil mosiesku B 1975 1. (BbI-
cokas uncjenHocts) u 1977 r. (Huskast yuciaeHHOCTD). V300pakeHbl KapKaCHbIE CIUIANHDI
(wireframe splines) xkoudurypanmii sanamapok (landmarks) /s MUHEMATBHOTO 1 MaKCH-
MaJIbHOTO 3HAYEHUI IMCKPUMUHAHTHOU KaHoHIYecKoil dyukimn (DCF).

Ha nedopmaiimoHHbIX peniéTkax, COOTBETCTBYIONUX HAUMEHbIIIeMY 1 Han-
6OJIbIIIEMY 3HAYEHUSM JAUCKPUMUHAHTHOU (DYHKIMH, TIPEICTABICHBI PA3JITUILS
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Tabnuya 3. Cpasnenue uenmpoudnvix pasmepos CS (¢ yuemom cmanoapmmvix
owubok, £ SE) JcesamenvHou nogepxHoCmu Mpemvezo 6epxHezo weuinozo 3yoa
(M3) camu08 u camox 6 BUCUMCKOL NONYAAUUU KPACHO-cepou noneeku wa Cpednem

Ypaze.
Boi6opku (11071, To;1) IenTpouansrii pagmep + SE (unco ak3.)
Cawmirbr, 1975 u 1977 857.16 + 6.96 (48)
Cawmkwu, 1975 u 1977 883.98 £ 7.67 (47)
Cawmiipl, 1975 874.76 £ 5.27 (22)
Cawmku, 1975 895.46 £ 10.07 (17)
Cawmirpr, 1977 842.27 £ 11.35 (26)
Cawmku, 1977 877.48 £ 10.50 (30)

B KOH(UTYpAIUIX JaHAMAPOK, XapakTepuayionux ¢hbopmy M3 B pasHble roibl.
Haubosbiie pa3indust TPOSIBIJINCH B CTPOCHUN TAJIOHA, CJIOKHOCTH KOTOPO-
T'O BO3POCJIA TIPU HU3KOI YUCTIEHHOCTH (HAMEYaeTCsl YeTBePThII BBICTYIAIONINIT
YTOJI C JIMHTBAJBbHOI CTOPOHBI). [l0JIT OTHOCUTENBHO TPOCTHIX MOPMOTHUIIOB
3y60B M3 dopmbl simplex (aBa BXOASIIMX U TPU BBICTYIAIOIIUX YA C JIMHI-
BAJIbHOI CTOPOHBI ¥ TPU BXOASIIUX U TPU BBICTYMAIONINX YT ¢ GYKKAIBHOMN)
3HAUMMO pasjnyaercss B pasHbie Togbl. B 1975 1. oHa cocraBuma 78.95 + 5.40%,
aB 1977 — 33.33 £ 12.10% (t = 3.44; p < 0.001), yTO XOPOIIIO COTIACYETCS C pe-
3yJIbTaTaM¥ JJMCKPUMIUHAHTHOTO aHAIM3a.

CyriecTBeHHbIE PA3JINYMS BBISBICHBI W TIPU TUCKPUMUHAHTHOM aHAJU3€e
opmbI 3y60B CaMIIOB U CAMOK BUCHMCKOMW TOMYJISIIINU Ge3 yueTa rojia cpaBHe-
Hust (JIsm6Oaa Yuuka (Wilk’s A) = 0.354; D? = 7.12; T? Xoreanunra (Hotelling’s
T?) =169.18; d.f.1,2 = 4, 90; F = 40.92; p < 0.0001). B gannom caydae tajoH M3
CaMIIOB, KaK MIPaBUJI0, UMEET OTYCTIUBBIN TPETUH BXOAAIIUHN YTOJ C TUHTBAJb-
HOU CTOPOHBI 3y6a B OTJINYNE OT GOJIBITHHCTBA CAMOK.

HauboJiee nHTEpECEH PE3yJIbTAT KAHOHUYECKOTO aHAJIN3A OTHOCUTENHHBIX
nedopmaruii (RW), xapaktepusyiomunux n3MeH4YuBOCTb (hOPMbI PUCYHKA MIEY-
Horo 3y6a M3 B a/lJIOXPOHHBIX BBIGOPKAX HKOHOB CAMIIOB M CAMOK B3POCJIBIX
CEeroJIeTOK BUCHMCKOH motyJsaiu (puc. 27). 3HaYuMble MEKTPYIINOBbIE Pa3-
JINYUs TIPOSIBUJIMCH BOJb BCEX TPEX KAHOHMYECKUX IepeMeHHbIX. MeKrpyir-
NoBast JIVCIIEPCUsT BIOJb TIEPBBIX IBYX KaHOHMYECKHX oceil coctaBmia 81.8%.
DJTUIICONIBI XapaKTePU3YIOT 93% BHYTPUTPYIIIOBOIL MCIIEPCUU U TIOKA3bIBA-
10T B3aUMHOE PACIOJI0KeHne MOP(MOHUIIT COOTBETCTBYIOIINX 9KOHOB B MOP(dO-
MIPOCTPAHCTBE B Pa3HBIE TOJIBL.

W3 puc. 27 cuepyer, uto Hanbosiee pasiudHbl o Gopme M3 aKoHBI cam-
[[OB Pa3HBIX JieT, MOP(OHUIIN KOTOPBIX CHJIbHEe Pa3oOIIeHbl BAOJb MEPBON
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Puc. 27. PeayibraTbl KaHOHUYECKOTO aHAIN3a OTHOCUTeIbHBIX Aedopmanuii (RW) M3 annox-
POHHBIX 9KOHOB caMIlOB (HeueTHbIe HOMepPa BHIOOPOK) U caMOK (UeTHbIE HOMEPa) B3POCIIBIX
cerosietok Brcumckoil nonyssiiiuu C. rufocanus B ronsl Beicokont (1975 r. — 1, 2) u Huskoii
(1977 1. — 3, 4) unciIeHHOCTU M COOTHOMIEHNE NX MOP(OHUII (3JIJTUIICONIOB PACCEMBAHNS) B
3D-MopdorpocTpaHcTBe, 00Pa3OBaHHOM TpeMs KaHOHYeckuMK repeMenHbiMu (CV1-CV3).

KaHoHW4YecKoi ocu. Ha moso mannoit ocu npuxoautest 61.4% MeKTpyImnoBoit
nucrtepcr. MophoHUNIN a/IJI0XPOHHBIX 9KOHOB CAMOK TOKE CYIIECTBEHHO pa3-
Juyaiorcst 1o ¢opme M3, HO B MEHBIIIEH CTeleHn, YeM y CaMIIOB, TOCKOJbKY UX
AJIJTUTICOU/IBI M3MEHUYMBOCTU OTYACTH TpaHrpeccupyioT. [IpumevarenpHo, uto
Ha Pa3HbIX YPOBHSIX YNCJIEHHOCTH B BUCUMCKOW TOTYJISTIUN TIPOSBUJINCH 3Ha-
YUMble TOJIOBble pa3ianuns 1o (opme M3: MopdoHUN caMOK CMeleHbl o
OTHOIIIEHUIO K TAKOBBIM Y CHHXPOHHBIX BBIOOPOK CaMIIOB M 3aHUMAIOT Clierndu-
yecKyto obsacth MopdonpocTpancTBa (cM. puc. 27).

Takum 00pa3oM, BBISIBJCHO Pe3Koe MepekydcHrne Mopdorenesa 3yba y
000X TOJIOB MIPU Pa3HBIX YPOBHSIX YHCJECHHOCTH TIOIYJSIINAHN, YTO COIPOBO-
JKIAETCST PACXOXKACHUEM aJJIOXPOHHBIX MOPGOHUINT OJHOMMEHHBIX 3KOHOB.
[TosoBoit mumopduam M3 Tipu pa3HOll YUCJAECHHOCTH TIOJEBOK MMEET Pa3Hylo
eHoTHTINYECKYIO BhIpa:KeHHOCTh. Eci B 1975 1., TpH BBHICOKON YMCIEHHOCTH,
[1OJIOBbIE PA3JIUYUS TIPOSBJISIOTCS U BJIOJIb TIEPBOI KAHOHUYECKOW OCH, COBIIA-
Jlast ¢ HaTpaBJieHueM pasianunii B hopme M3 Mexay rogamu, To B 1977 1. ipn

149



A.l Bacunves KOHIEIII[UA MOPDOHUIIIN...

HI/ISKOI>,I YMCJAECHHOCTN OHN YE€TKO BBIPAKEHDBI B/IOJIb BTOpOﬁ n TpeTbefI KaHOHU-
YeCcKOU ocett.

Oco0blil MHTEPEC TIPEICTABISIO CPaBHEHKE [I0Ka3aTe el CPEIHero BHyTpH-
rpynnoBoro Mmopgosorudeckoro pasnoodbpasus (MNND) ¢opmbl M3 caM1ioB u
CaMOK BUCUMCKO TIOITYJIATMHN B pa3HbI€ T'O/Ibl HAa Pa3HBIX YPOBHAX YNCTIEHHOCTHU

(puc. 28).
(a) ©)

Cpennss fucTaHIus MexAy OmmkaimmMu  Jlucnepeus Mex Iy OmmkaimiMu

coceHUMU opauHatamu, MNND CcOoCeHUMU opauHatamu, VarNND
0.7 0.16
0.6
0s) I 012 +
0.4 |
0.08 A
0.3 1
0.2 1 0.04
0.1 4
CaMIlbl CaMKH CaMIbl CaMKH CaMIlbl CaMKH CaMIBl CaMKH
1975 1977 1975 1977

Puc. 28. CpaBHeH¥e [OKa3aTelst CPEIHEr0 BHYTPUTPYIIIOBOro Mopdopasuoobpasust (MNND)
u ero aucnepcun (VarNND) ¢ y4eToM ux cTangapTHbiX omnbok (£ SE) B BBIOOPKaX caMIOB 1
CaMOK B3POCJIBIX CErOJIETOK BUCUMCKOII HOILYJISIUK KPacHO-cepoii osesku B 1975 u 1977 rr.
B Mopdonpoctpanctee CV1n CV2.

W3 puc. 28 caenyert, uto B 1975 r. cpennree Mopdopasnoodbpasue M3 y cam-
0B OBLJIO 3HAYMMO MEHbIIIE, YeM Y CAMOK, U JIOCTOBEPHO HUKE 110 BEJTUYNHE,
yeM y camuoB B 1977 r. Hanpotus, y caMOK B 9TU Tofibl HAOJIIOAAACA BHICOKUI
ypoBeHb MopdopasHooGpasust. [Ipu aTOM AUCIEPCUST BETWMUMH ONMKANUIINX
JMCTaHIM Mexy coceanumu opauHaramu (VarNND) y caMok B 06a roja cpas-
HEeHMs 3HaYMMO Bbilre, ueM y camiioB (1975 . F =3.84;d.f.1,2=17,22; p <0.01;
1977 r.: F = 3.00, d.f.1,2 = 30, 26, p < 0.01). B utore MoKHO 3aKJII0YUTD, YTO Y
CaMIIOB B OTHOCHUTEJHHO OIATOTPUATHBIX (Cy/Is IO YMCIEHHOCTH BUA) YCIIO-
Busix 1975 r. HU3KHIT yPOBEHb BHYTPUTPYIIIIOBOTO pazHoobpasust M3 comnpoBo-
JKIaeTcs HU3Koil BenmuuHoil ero aucnepeun (VarNND), T.e. Mmopdorenes 3yba
MPOTEKAaeT OTHOCUTEJLHO cTabubHOo. B 1977 1. Ha (hoHe HU3KOI YNCTIEHHOCTH Y
camioB Besimunaa MNND w mucniepcust VarNND 3naunmo Bozpoci. [locoennee
KOCBEHHO CBUIETEILCTBYET 00 YCHJICHUH JecTabunnsanun Mmopdorenesa 3y6a B
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OTHOCHUTEJILHO HEOJIATONPUSATHBIX YCIOBUSIX Pa3BUTHS. Y CAMOK, CY/Ist TI0 060UM
MOKA3aTeNaM, AecTabrmnsanus Mopdorenesa Habmogaercst Kak B 1975, Tak 1 B
1977 rony.

Takum 00pasoM, Cy/Ist IO BEJIMUMHAM [TOKa3aTeJIsl BHYTPUTPYIIIIOBOTO MOP-
(hopaszHOOOpa3usT U €ro JUCIEPCUN, y MPeACTaBUTEe TaHHOTO BUja, OUOTO-
MUYECKH TIPUYPOYEHHOTO Ha YpaJsie K BepITUHAM rop 1 KAMEHUCTBIM POCCHITISIM
(KypyMaM) Ha ypOBHE BepXHell rPaHuUIIbI Jieca, CAMKH 110 CPABHEHUIO € CaMIIaMK
B MEHbIIIEH CTeNeH a/lallTUPOBAHDI K JIOKATBHBIM YCJIOBUSAM TA€KHOTO HU3KO-
ropbs (cM. Bacuibes u nip., 2020a).

Hapsany ¢ nomnysanueii kpacHo-cepoli oJieBKM Brucumckoro 3aroBeinuka,
JIOKAJIM30BAHHOI B HU3KOTOPHBIX TaesKHLIX JaHamadTax CpeaHero Ypajia Mbl
usyyasuu reorpaduyecku yjajaeHuble ropuble rnonyssiun Ha ITongapuom Ypa-
sie (ropa Kpacusiit Kamenn, 1975-1977 tr.) u IOxHOM Ypase (ropa Vpemein,
1978—-1979 rr.). Pesysibrarhl cpaBHeHust ObLn omyOinKoBaHbl panee (Bacuibes
u 7ip., 2020a), u 51 He OyAy Ha HUX OcTaHaBAMBaThesA. OMHAKO YacTh WHbOPMa-
I, CBSI3aHHAS C aHAIM30M COOTHOIIEHUST UX MOPMOHMIIL, ObLTa MOJTyYeHa HaMU
MO3/THEE TIPH TTOATOTOBKE TAHHOW KHUTH. B 9TO¥ CBSI3U pacCMOTPUM U3MEHEHUE
3HAYEHUN MH/IEKCA IAITUBHOTO MOAUMDUKAIIMOHHOTO ToTennnasa AMP B Tpex
reorpauyecKku yjajeHHbIX TONYJANUAX KPAacHO-CepOil ToJIEBKU Ha Ypajie
(puc. 29).

AnanTtuBHBIN MOTU(DUKALMOHHBIH noTeHuuan (4MP)
0.7 1

0.6
os | T 1 o
04 -
0.3

0.2 4

0 . . , , : .
M IF VM VF KM KF

CpaBHHUBaeMbIe BEIOOPKH KPACHO-CEPOH IOJICBKH

Puc. 29. V3amenunBocTh 3HaYeHUT MHJEKCA aAITUBHOTO MOAMGMUKAIIMOHHOTO [TOTEHIAA
AMP ¢ yueroM ero crangaptabix omubok (£ SE) y camios (M) u camok (F) tpex reorpadu-
YeCcKH y/IaJIeHHbIX OIS KpacHo-cepoii mosieBku Ha IOxHoM (I — r. Upemess), Cpentem
(V — Bucumckunii 3anoseunk) u [oaspaom (K — r. Kpacubiit Kamenn) Ypaie.
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Ha puc. 29 BunHO, 9T0O BO BCeX TpeX MOIMYJSIUSAX BeJIMINHA UHJEKCA ajlarl-
TUBHOTO MOJMMDUKAIMOHHOTO TOTEHIINANA, BBIYMCJIECHHOTO [JIT MOP(MOHUII
CaMOK, 3HAUMMO MEHBIIIE, YeM JIJIST CAMIIOB, Y KOTOPBIX JaHHbBII HH/IEKC TPUOJIU-
3UTENbHO B 2 pasa 6oJibliie, 4eM y caMoK. Cy/Is1 10 MOJIEKYJISIPHO-TEHETHYECKUM
orterkaMm (Abramson et al., 2012), ator Buj, paccesuiicst u3 [IpUMOpbST U TOSIBUII-
cst Ha YpaJse cpaBHuTesibHO HeaBHO (0T 10 1o 30 ThIc. J1eT), mpuyeM Ha TePPUTO-
PHU PETHOHA U [IAJIbIIIe B €BPOIENCKYI0 YacTh Poccuu MpOHUKIIM [TPeCTaBUTENN
stk ogHoM ramorpyiisl C-1 rera nuroxpoma b mt/IHK. By sansin Ha Ypase
06eIHEHHBIE JIPYTUMU BUJIaMK TPBI3YHOB (OJUTOBHIOBbIE) TOPHbBIE COOBIIECTBA,
rjie crast neTpouIoM, TOTIa KaK HCXOHO OOUTA B PABHUHHBIX 3a00I04€HHBIX
6uorornax. [ToaTOMy MOXKHO TIPEAMOTIOKUTE, YTO CAMKH MOTJIH €1Ile He BhIpabo-
TaTh 3a TPOIIE/AIIEe BPeMsl HEOOXOAUMBIH KOMIIJIEKC MPUCTOCOOTIEHUI K TaH-
HBIM YCJIOBUSIM B OTJIMYHE OT caMTIOB. C 9THM COTJIacyeTcsI M TOTyYeHHBIH paHee
marepuasn (Bacuibes 1 ap., 2020a) 1o orieHKe cTabUIBHOCTH PasBUTUST KOHDU-
rypanui M3 Ha OCHOBE IOKaszaTesisi BHYTPUTPYIIIIOBOTO MOpdhopasHooOpasust
(MNND). Pacxoxaenue MOphOHUII, XapaKTePU3YIONTNX N3MEHUNBOCTD (hOPMBI
3y6a M3 y tipefictaBuTesiell pasHbIX 9KOHOB B PasHBIE TOJIbI, YKa3bIBaeT HA CHU-
JKeHUe YPOBHS TPO(DUUECKON KOHKYPEHITUN CaMIIOB M CAMOK W M3MEHEeHUEe UX
Tpo(hUUECKUX MPENOYTEHUIA B TO/IBI BBICOKOW M HU3KON YNCTIEHHOCTH.

Takum o6pasom, npexacraButen pasHbix 3KOHOB (CDT), KOTOPHIMU sIB-
JITIOTCST B3POCJIBIE CETOJIETKU PA3HOTO TI0JIa, CYJIsl 0 OCOOEHHOCTSIM CTPOEHHUST
3y00B U MPOSIBJIIEHUIO MOJIOBOTO AUMOP(U3MA B UX CTPOEHUH, a TAKXKe 110 He-
OJIMHAKOBO#I TPUCIIOCOOJEHHOCTH K HOBOU cpejie OOUTAHUST MMEIOT Pa3HbIe
MOPGhOHUIITH, & CJIeI0OBATETIBHO BBIIOJIHAIOT B HOMYJISIUN U [EHO3€ Pa3Hble 9KO-
Jlorimyeckie QYHKIIMU U TIOITOMY JIOJIKHBI IMETh PA3JINYAIONINecs 9KOJIOTde-
ckue Hulm. beictpas nepecrpoiika mopdoreresa M3 B KOHTPACTHBIX YCJIOBUIX
oTpaskaeT y ocobeii 0601X T0JIOB, HO 0COOEHHO Y 9KOHA B3POCJBIX CAMIIOB, CITO-
COOHOCTD CBOEBPEMEHHO PEan30BaTh HEOOXOAUMYIO /IS JIAHHBIX 9KOJIOTHYe-
CKMX YCJIOBUN MOP(OTEHETHIECKYTO0 MOIN(PUKAINIO.

[To mammM mpencTaBaeHUSIM, PE3KUI MEPEXO0]] YaCTOTHI BCTPEUAEMOCTU
dhopmbl 3y6a M3 B MOMyJIAIIMKM KPACHO-CEPOU TIOJIEBKA — OT JOMUHUPOBABIIELT
B 1975 r. kordurypaiuu simplex k gomuruposaruto 8 1977 1. Bapuanuu typi-
ca (1o xymaccudukarmm, npennoskennonn Pépurom n béprepom (Rorig, Borner,
1905)) cooTBeTCTBYET MOJIE/N IMUTEHETHIECKOTO MEPEKITIOUEHIsT MOpdoreHe-
THYECKOI TPOTPaMMBI, BEAyIel K KOHKPETHONH MOANDUKAIINE CTPOEHUS 3y0a.
TpagUIIMOHHO U3MEHEHE YaCTOThI BCTPEYAEMOCTH JaHHOU KOH(UTryparmu 3y6a
y TOJIEBOK MHOTHE TOJBI PACCMATPUBAJIOCH KaK PE3YJIbTaT ACHCTBU BELYIIETO
ecTeCTBEHHOro 0TOOpa B OTHOIIEHMM PELEecCUBHON «MyTaluu» simplex 3yba
M3 Ha npumepe 06biKHOBEHHOIT TT0s1eBKU Microtus arvalis o K. Ilummepmany
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(Zimmerman, 1935). lanubiii (hakT BasKeH 711 TATIEOHTOJIOTOB U CTPaTUTPadOB,
MOCKOJIbKY HMCCJIeIOBATE OPUEHTUPYIOTCS Ha aHaiu3 (OpPMBI sKeBaTeThHON
MOBEPXHOCTH MIEYHBIX 3yO0B Ipbi3yHOB (Arajukanst, 1972) u He npe/nonaraor
BO3MOJKHOCTH €KETOJIHbIX MOJAUMDUKAITMOHHBIX MePeCTPoeK (POpMbI UX KeBa-
TEJIbHOU TTOBEPXHOCTU B PA3HBIX 9KOJIOTMUECKUX YCIOBUSIX.

Jlanee paccMOTPUM 1IEHOTUYECKYIO MOJIe/Ib MOP(OHUIIN HA IPUMEPE YeTbl-
pex BHJIOB TaKCOIleHa 3eMJIepoeK-0ypo3yOok poma Sorex: isodon — paBHo3yOasi,
araneus — OOBIKHOBEHHAsI, caecutiens — cpenuss 1 minutus — Manas. CpaBHu-
Ba/Id BBIOOPKM OJIM3KUX IO BO3pacTy cerosieTok. CpaBHUBAIM M3MEHUNBOCTh
(popMBbI JIMHTBAJIBHOY CTOPOHBI HUKHEH YesiocTH (Kak OpraHa, CBI3aHHOTO C TPO-
(pmaeckuMU IpeITOUTEHNUSIMU U BO3MOXKHOCTSIMU 3eMJIEPOEK ) Y TIPEJICTaBUTETEH
Tpex reorpaduyecKku yAaJeHHbIX JIOKAJTbHBIX TaKCOIEHOB: 1 — MpeMerbcKuii
(ropa Upemeinb, Pecniybinka Bamkoprocran, IOxubI Ypan); 2 — BUCUMCKUIL
(Bucumckumii sanoseaHuk, CeepasioBckast o6actb, CpenHuii Ypain); 3 — cocb-
BuHCKUN (3amoBenunk «Mamass CocbBay, XaHTbI-MaHCUICKUN aBTOHOMHBIN
okpyr (XMAO), Ceseproe 3aypaibe). COOTHOIIEHHE OTHOCUTETBHOTO 00U
MEHOTIOMYJISITIH YeThIPeX CPABHUBAEMBIX BU/IOB TI0 TPEM PETHOHAM YpaJsa peji-
craBjieHo Ha puc. 30.

OrtnocutensHOe oounue, %

50 4
TaxkcorneH:
3 o
40 4 1 Upemenbckuit
[ Bucumckwii

30 4 B CoChBUHCKHIA
20 4
10 4
04

T T T
S.isodon  S. araneus S.caecutiens S. minutus

Puc. 30. CooTHOIEHIE OTHOCUTETBHOTO 001Kt (%) ¢ YUETOM CTaHAapTHBIX oubok (£ SE) B
JIOKQJIBHBIX CHHTOITHBIX TIEHOMOIYJISIIUSAX 3eMJIepOeK-0ypo3y6ok poza Sorex (araneus, caecu-
tiens, isodon, minutus) B TpeX PErMOHAJIbHBIX TAKCOLEHAX: UPeMeIbCKOM (TI. ipemeib, FOxHbLiT
Ypan); Bucumckom (Bucnmcekuii sanosegnuk, Cpeanuil Ypai) U COCbBUHCKOM (3allOBEHUK
«Mamasg CocbBar, CeBepHoe 3aypajibe).

Buzno, uro Ha IOxHOM Ypasie B Topax BalikopTocTaHa YiCIeHHO Tpeod-

Jagaer oObikHOBeHHAst OyposyOka (S. araneus), no na Cpentem Ypase u B Ce-
BEPHOM 3aypajibe TOT BUJl CTAHOBUTCS KOJOMUHAHTOM cpefHeil 6yposyOku
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(S. caecutiens). OTHOCUTEJIBHO HEBBICOKASI YHCIEHHOCTh B TaKCOlleHe Oypo3y-
60K HabJII0/IaTach BO BCEX TPeX PErHoHax y Mayioi (S. minutus) u paBHO3yOOI
(S. isodon) 6ypo3y6oK.

TTo narmeii mpocwde 1udpoBbie hoTorpad iy HUKHEUETIOCTHBIX BETBEH 3eM-
Jiepoek 1pu (hUKCUPOBaHHOM craniapTHOM paspenienun (Vasil'ev et al., 2015)
BBITIOJTHEHBI Ha TtanieTHoM ckanepe T.I1. Koyposoii. [lns omcanust usmenum-
BocTH (hopMbl MaH MOy ucnonbzosaiu 20 sanamapok (puc. 31a), pasMereHHbIx
Ha JIMHTBAJIbHOW CTOPOHE HUZKHEYeIocTHON BeTBU. [losioBbIe pasziuus 1o popme
1 pazMepaM MaHAuGYJI He ObLIU BBIABJIEHBL, I09TOMY BHIOOPKU ObLIM 00beINHEHbI
10 T10J1y. B 0T/IMume oT npebiayero cpaBHeH sI, IPOBEIEHHOTO Ha KPACHO-CEPOil
0JIeBKe, B JIAHHOM CJIy4yae aHAHJIM3UPOBAJIN HE 9KOHBI, a IeHonomy i, [lo
3HAUEHMSM ITPOKPYCTOBBIX KOODMHAT, XapaKTEePU3YIOINX N3MEHYNBOCTH (hop-
MBI HIZKHEH YesTIOCTH, 3aTeM OBLT BBITIOJMHEH KAHOHUUYECKUH aHaJTH3.

Puc. 31. Pasmenienne Metok-anaMapok (1-20) Ha JTUHTBaIbHON CTOPOHE HUYKHEH YeTI0CTH
00bIKHOBEHHOIT Oypo3yOku Sorex araneus (a) 1 pe3yJIbraThl KAHOHUYECKOTO aHAIU3a IPOKPY-
CTOBBIX KOOpAUHAT (6), XapaKTepU3YIONINX SJUIUIICOUIbI UBMEHYNBOCTH (DOPMBI HUKHEN Ue-
JIOCTH ¥ COOTHOIIEHIE MOP(hOHUII [EHOTIOMY IS CHMIIATPUYECKUX BUJIOB 3eMJIEPOEK PO/
Sorex: isodon (1-3), araneus (4-6), caecutiens (7—9) v minutus (10—12) Tpex JIOKaJIbHBIX T€O-
rpacduyecKu yaleHHbIX TaKCOLeHOB: upemesbckoro, I0xubtit Ypan (1, 4, 7, 10), Bucumckoro,
Cpemumii Ypai (2, 5, 8, 11) u cocsBunckoro, CeBepHoe 3aypaibe (3, 6, 9, 12).
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Ha ocHoBe mpotietypsl ciyqailHOro BbIOOpa 00bEKTOB ¢ BHIOBIBAHIEM JIJISI
JAJIBHENIIEr0 aHAIN3a UCIOIb30BaHbl (DUKCUPOBAHHBIE 110 YUCTY HAOIIOACHII
BBIOOPKH (110 15 5K3.) onudpoBaHHBIX N300PAKEHUN HUKHEUETIOCTHBIX BETBEN
kaxaoro Buga. Ha puc. 316 BUIHO, 4TO 3JUIMIICOUBI PACCEMBAHUS OPJIUHAT,
npezictaBstioniie 95% U3MEHUYMBOCTU U XapaKTepUaylolre MOPMOOHUIIN CO-
OTBETCTBYIOIINX I[EHOIOMYJ/ISAIUN 3eMJIePOEK PA3HBIX BUIOB, PACIIOIOKEHBI HA
HEKOTOPOM yQJIEHUHU JIPYT OT JIPyTa, TOT/A Kak GOJBIIMHCTBO reorpaduiecku
PasobIIEHHBIX BBIGOPOK KAKIOTO BUA TPYNIUPYIOTCS B OJHOM OIpeIeJIeHHOl
obaactu MopdotnpocTpancTBa. MophOHUIIN CEBEPHBIX BHIGOPOK KAKIOTO BU/A
CMelIeHbl B MOP(OIIPOCTPAHCTBE B HECKOIBLKO GOJIBINEH CTENEeHH, YeM 105KHO-
u cpenneypanbekue. Hanbosee yaneH mo cpaBHEHUIO ¢ IPYTUME BUIAMU 2JI-
JIMTICOUJI CeBepHOIi BhIOOPKU cpemteil Oyposyoku (S. caecutiens). Tlocnentee
03HAYAET, YTO TTOTPEOOBAIOCH CYIIECTBEHHO M3MEHNUTH MOP(HOTeHes BU/a, a Co-
orBeTcTBeHHO 1 ero IH 11 BosmoskHOCTH 00uTaTh B CeBepHOM 3aypaiibe.

Pacuer 00beMOB peann3oBaHHBIX MOP(OHUIT Veh MO3BOIMII OIEHUTh MX
KaK y OTAEJIbHBIX TleHonomyasaiuit — pIIM, Tak 1 y KaskKJ0ro U3 TpeX TaKcotle-
HoB — pIIM: o6mmii o6beM MopdomnpocTpancTsa pasen Veh = 1240.61+12.89;
HanMeHbIIN 00beM IIM MMeeT BUCHMMCKMII TaKCOICH, JIOKAJIU30BAHHBIA Ha
Cpemnem Ypane (Veh = 332.27+4.71), a manbonbmmii — ceBepHBIH COChBUH-
ckmii (Veh, = 810.84+10.27). Mopdomnunra 10:KHOr0 HPeMeTbCKOTO TaKCOIeHa,
oburaroriero B ropHom yanmadre IOxHoro Ypasia, 3aHuMaeT IpOMesKY TOUHBIT
1o Besmunne oonem (Veh, = 423.71+6.08). 3HauNMOCTD pasIHumii Mex1y 00b-
eMaMu MOPGhOHUIIT BCEX CPABHUBAEMBIX TAKCOIIEHOB MTOTBEP:KIeHA Pe3y IbTaTa-
Mu ojiHobakTOpHOTO Auctepcronnoro ananusa (p < 0.0001) u arrocrepropHoro
naproro Q-recra Toioku. Pasmep addexra (effect size) mo Koany tpu aTtom
COOTBETCTBYET 0YeHb BBICOKOMY ypoBHIO (®? = 0.993), uT0 yKa3biBaeT Ha 3Ha-
YHUTENbHbIE PA3Indnst B 00beMax MOPHOHUIIT MEKLy TakcolieHamu. Vcxoist u3
BEJIUUYKHBI 7C-MOPMOHUIIT MOKHO 3aKJIIOYUTh, YTO Haubosee OIarompusTHBIMU
171t MopoTeHe3a BUOBBIX KOMIOHEHTOB SIBJSIOTCS 9KOJIOTUYECKUE YCIOBHS
BHCHMCKOTO TaKCOTIEHA, 2 HEOIATOTIPUSITEIMI — COCHBIHHCKOTO.

Tem He MeHee MopdoreHeTHYECKasi PeaKIUsl PasHbIX BUJOB JIOKATHHBIX
TAKCOIIEHOB HA MECTHBIE 9KOJIOTHYECKHE YCJIOBUS HeoanHakoBa (Tabi. 4). ¥V
matoit GyposyGku S. minutus 06bem rp-mopdonuum (Veh, ) B 10KHOM HpeMeb-
CKOM ¥ CEBEPHOM COCHBUHCKOM TaKCOIEHAX GOJIbIIE [0 CPABHEHUIO C APYTUMHU
BUJIAMM, HO B BUCUMCKOM TaKcolleHe HanMeHbInuii, CieoBareibHo, HanboJiee
GJIATOTIPUSITHBIMU JIJIsI TAHHOTO BU/IA SIBJISTIOTCST YCJIOBUSI TA€KHBIX HU3KOTOPUI
Cpennero Ypasa. O6 9TOM TaksKe CBUIETeIbCTBYIOT 1 BEJIMUUHBI HHAeKCOB AMP
u RMO (cm. Tabu. 4). B 1o:xHOM 1 ceBepHOM TakcorieHax RMO ipuHuMaeT axe
OTPUIIATEbHbIE 3HAYEHIIS, & B CPEHEYPATBCKOM MAKCUMAJIEH 110 CPABHEHUIO C
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napyrumu Bugamu (RMO =1.530£0.021). TIpu aToMm ciieayer oOpaTUTh BHUMA-
HUe Ha TO, 4TO KoadduinenT nepekpbiBanus nuimu MOC y 3Toro BUjia 37eCh
MUHUMAJIEH, KaK U B [PYTUX TAaKCOIEHAX, T.e. Majiast Oypo3yOKa, Mo-BUINMOMY,
He MCIBITBIBAET JaBJIeHUs KOHKYPeHIMH (IJIaBHbIM 00pa3oM TPohUIecKoii) co
CTOPOHBI JAPYTUX CUHTOITHBIX BU/IOB.

Tabauua 4. Hnoexcol coommoutenus Moponuu (¢ yuemom cmanoapmuvix ouubox

* SE) uenononynsyuil uemvipex 6udog semaepoex pooda Sorex @ 10JCHO-YParbCkom

(upemenvckom), cpedneypairbekom (BUCUMCKOM) U Ce6epO3ayPaibeKom (COCbEUN-
CKOM) Maxcoyenax.

TakcoleH: BUJ Veh VM AMP RMO MOC

Upemenbekuii: | 423.71+£6.08 | 8.484+0.127 | 0.661+0.005 | 1.191+0.011 | 1.091+0.071
S. isodon 6.02+0.17 0.502+0.014 | 0.875+0.004 | 1.154%0.030 | 1.006+0.008
S. araneus 2.04+0.08 | 0.170+0.006 | 0.957+0.002 | 1.713+£0.013 | 1.2254+0.003
S. caecutiens 3.20£0.11 | 0.267£0.009 | 0.933+£0.002 | 1.552+0.015 | 1.470£0.001
S. minutus 16.62£0.65 | 1.385+0.055 | 0.654%0.014 |-0.317+0.061 | 0.596+0.009
Bucnumckmii: 332.27+£4.71 | 6.669+0.098 | 0.734+0.005 | 1.364+0.009 | 1.378+0.075
S. isodon 5.52+0.16 | 0.460+0.013 | 0.853+0.004 | 1.227+0.022 | 0.886+0.010
S. araneus 4.37+0.17 | 0.364+0.014 | 0.883+0.004 | 1.387+0.026 | 1.251+0.040
S. caecutiens 4.51+0.14 0.376£0.012 | 0.880%0.004 | 1.369+0.020 | 1.483+0.001
S. minutus 3.34+£0.13 | 0.279+0.011 | 0.911+0.004 | 1.530+0.021 | 0.796+0.005
Cocpunckuil: | 810.84+10.27 | 16.325+0.214 | 0.349+0.005 | 0.444+0.013 | 0.532+0.091
S. isodon 5.38+0.27 0.448%0.023 | 0.923+0.004 | 1.244+0.044 | 0.872+0.006
S. araneus 6.76+0.13 | 0.563+0.011 | 0.903+0.002 | 1.051+0.027 | 1.092+0.008
S. caecutiens 13.26+0.90 | 1.105+0.075 | 0.810+0.013 | 0.160+0.105 | 1.128+0.007
S. minutus 14.81+0.63 | 1.234+0.052 | 0.787+0.009 |-0.068+0.072 | 0.194+0.011

Pasrosybast 6yposybka S. isodon B 105KHO-YPAIbCKOM U CPEAHEYPATbCKOM
TaKCOLEHaX, [0-BUAMMOMY, B O0JIbIIEil cTeneHn, yeM 0ObIKHOBEHHAs 1 CPEHIs,
HCIBITBIBAET MOP(MOTEHETUYECKUI CTPECC, MOCKOIbKY 00beM 7p-MOP(hOHUII Y
Hee GoJIbIe, 4eM B IeHOTOyaausax 9Tux Bunos. Cyus o Beimunae MOC (cMm.
TabJ1. 4), BUJI, BEPOSITHO, He MCIBITHIBAET CUJIBHOTO BIMSHUSA KOHKYPEHIH CO
CTOPOHBI JIPYTUX BHUJOB HU B OZHOM TakcoiieHne. Haubosee GgaromnpusiTHbIMM
YCJIOBUSIMHU JIJIST €70 PA3BUTHSI, Cy/IsI TI0 BEJTMYNHAM Vchm n najaexca RMO, sBisi-
I0TCS yBJIAKHEHHBIE JTaHAIApTHI, B KOTOPhIX 00MTaeT CEeBEPHBIN COChBUHCKUIL
TaKcolleH 3emuepoek (cM. Tabir. 4).

O6bikHOBeHHas OyposyOKa S. araneus B 10KHOM MPEMENbCKOM TaKCOLEHEe
o kaaccudukanuu B. Tunutepa (Tischler, 1949) — sua-nomunant, Ho Ha Cpez-
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HeM Ypasie 1 B CeBepHOM 3aypajibe BUJL IO JI0JI€ IPUCYTCTBUS B COOOIIECTBE
coOmKaeTcst co cpeiHeil 6ypo3yOKol, CTAHOBSICh ¢ HEU BUIOM-KOJAOMUHAHTOM
B BUCHMCKOM M COCBBUHCKOM TaKcolleHaX. [[0aToMy MOKHO TIPEATIOTIOKUTD,
YTO 9TU BU/IBI JIOJCKHBI B TOM MJIM WHOW CTENEHNW KOHKYPUPOBATH APYT C JPY-
roM. Onako, cyzs 1o Besinunne MOC, HeKOTOpast KOHKYPEHIUS MEK/Y BUIAMU
BO3MOJKHA TOJIbKO B UPEMEJTIBCKOM TAKCOIEHE, r7ie y 000UX BUIOB 3TOT KO3(-
(punment ornocuTebHO BBICOK. B ABYX Apyrux takcornenax 3nadenne MOC y
0OBIKHOBEHHON OYPO3yOKM CHUKAETCS, HO OCTAETCS BBICOKUM Yy CpejiHeii Gypo-
3yOKku (eMm. Tabir. 4). Ilo Benmnunnam nngexca RMO MOMKHO 3aK/II0YHTh, YTO ITOT
MOKA3aTesIb BbIIe Y OOBIKHOBEHHOW GYPO3yOKH B 10XKHO-YPAIbCKOM U CPE/IHE-
YPaIbCKOM TaKCOIIEHAX, @ HA CEBEPE YCTYIIAET M0 BEIMYMHE TOJBKO PaBHO3YO0i
6yposy6re. CxoHast KapTHHA TPOSIBIISETCS U 110 WHEKCY A THBHOTO MOJIH-
duxanmonnoro norenimaia (AMP). CienosareibHo 00bIKHOBEHHas Oypo3yOKa
TOJIepAaHTHA KO BCeM TPEM BapHaHTaM 9KOJOTNMIECKUX YCIOBNUI, a ee IeHOTOIy-
JISITIAW HE UCTBITBIBAIOT CYIIECTBEHHOTO CTPECcca B MPOIECCe Pa3BUTHS BO BCEX
Tpex JIoKaauTeTax. TeM He MeHee YCJI0BUst O0OUTaHUsI B 0KHOM (MPEMETBCKOM)
TakcoleHe Haubosee 6JATONPUATHBI UMEHHO st S. araneus (cM. Tabu1. 4).

Cpentstss 6yposyOka S. caecutiens, cyast o sesuunre MOC, UCIIBITBIBAET
BJIMSTHUE KOHKYPEHIIMH CO CTOPOHBI [PYTHX BUIOB BO BCEX TPeX TaKcoleHax. Ee
JIOJIsT B COODIIECTBE YBETUUUBAETCS K CeBePY, HO B ycnoBusx CeBepHoro 3aypa-
Jbs cTpecc MopdoreHesa y BUia IPH 3TOM PE3KO BO3PACTAET, O YeM B YCIOBUIX
ceBepa CBUJIETENBCTBYIOT 3HAUUTENBHOE yBeJndeHne oobeMa rp-MOpPGhOHUIIN
BUJIa U yMEHbIEHNe UHAEKCA ONTUMAJIbHOCTA PEeATU30BAHHON MOPHOOHUIIN
(RMO). Ecau cynutsb 110 BesimuunaMm najpekca RMO, na Cpennem Ypaie yciio-
Bust OpLn Hanbosee GuaronpusaTHbiMu (RMO>1.0) 1 pasBUTHUSI BCEX YETHI-
pex BuIOB 3emiiepoek. 1Ipu cpaBHeHNN JAHHOTO MHIEKCA MEK/IY TaKCOIeHAMU
B II€JTOM UMEHHO BUCHMCKHUII TAaKCOIleH B ycaoBusaAX CpenHero Ypasa xapakTre-
pusyetcsa ero caMbiM BbicokuM 3HadenuneM (1.364+0.009). 3nech ke B 1es0M
IS TAaKCOTIeHA XapaKTepHA W caMasl BBICOKAsT BEJTMYMHA WHIEKCA aJalITHBHOTO
MoaudukarmonHoro noreriuana (AMP = 0.734+0.005). Hanporus, B yciioBu-
sx CeBepHOTO 3aypaJibsi BUIIBI TAKCOIIEHA HECOMHEHHO MCITBITHIBAIOT MOPQoTe-
HETUYECKUI CTPECC, M COCBBUHCKUI TaKCOIIEH UMeeT OYeHb HU3KHUE 3HAYCHWS
nnzpexkcos RMO (0.444%0.013) u AMP (0.349%0.005). K nauGosee axoaornye-
CKM YSI3BUMBIM BUJIAM B 9TOM TaKCOIIEHE CJIeyeT OTHECTU MAIyIO U CPEIHIO
6ypo3y6ok (cm. Tabr. 4).

B 3aksrouenHme omeHnM Te jKe JaHHbIe, HO YKe B TeJIOM JIJIS OTAEThHBIX BU-
JIOB, CIOJIb3YsT UX 0000IIEeHHDIE S-MOP(MOHUTIN U OOBEANHSISI BHIOOPKH PA3HBIX
JIOKQJIUTETOB B €IMHbIe COBOKYITHOCTH (Tabr. 5, puc. 32). TIpu aToM mosiBisieTcst
BO3MOKHOCTb OLIEHUTD MHJIEKC 9BOJIBAOUIBHOCTH BUAOB — Evb ..
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Puc. 32. Coornonrenue a/muIcouoB paccenBaus, XapaKTepusylomux Mopdouuu 1o ¢op-
Me HIDKHEH 9esTIoCTH TIPeICTaBUTENEN YeTIPEX BUIOB 3eMIEPOeK pozia Sorex B 061eM Mopdo-
IPOCTPAHCTBE, 00PA30BAHHOM TIEPBBIMU TpeMst Kanonnyeckumu repemernbivu (CV1-CV3).

Tabruya 5. Hndexcol coomnowenus S-mopponuus (¢ yuemom cmanoapmublx Ou-
6ox £ SE) uemwvipex 6udos semiepoex poda Sorex no ob6vedunenmvim bl0OpKam
Ypana u 3aypanvs.

Bup Veh AMP Evb, RMO MOocC
S. isodon 25.18+0.35 | 0.922+0.001 | 0.945+0.001 | 1.510+0.007 | 0.846+0.003
S. araneus 35.94+0.53 | 0.887+0.002 | 0.920+0.001 | 1.288+0.010 | 1.159+0.006
S. caecutiens | 66.50£0.68 | 0.791£0.002 | 0.852+0.002 | 0.678+0.014 | 1.847+0.002
S. minutus 75.40£0.89 | 0.766+0.003 | 0.835+0.002 | 0.524+0.015 | 0.707+0.002

W3 tabm. 5 ciepyer, 4To0 HauMeHbIne 00beMbl S-MOPGhOHUII, XapaKTepu-
3yIolllne HOPMaJIbHOE TIPOTeKaHe MOpdoreHesa, XapakTepHa JJisi ABYX BUIOB
3eMJIEPOEK — PaBHO3YOOIi U OOBIKHOBEHHON Oypo3ybok. VX MOpOHMIIM Ipy-
GJIM3UTENIHHO B 2 pasa MEHBIIE, YeM Y JIBYX JAPYTUX BUIOB — CPEIHEH U Maioi
6ypo3y6oK. YCTOHUMBOCTH PasBUTHsI 0OYCJIOBIEHA BO3MOKHOCTBIO OCYIECT-
BJIEHWST HOPMAJIbHOUW PETYJSANNU B Tpejesax ajantuBHOW HOpMbI (o V..
[MImanbrayseny). [ToaToMy HeyAUBUTENBHO, YTO Y PABHO3YO0Ii U 0OGBIKHOBEHHOIT
6ypo3y6oK cpeiHIe 3HAYEHUST MHAEKCOB alallTHBHOTO MOANMUKAIHOHHOTO 110~
tennuana (AMP) n ontumanrbHOCTH peasn3oBaHHON Mopdonutu (RMO) BbI-
cokue. MopMaibHO HAUOOJIbIIE 3HAUCHUS 9TUX WHAECKCOB UMEET PaBHO3YOast
6yposybka. Ha Ypaie u B CeBepHoM 3aypasibe y Hee HabJ0MaeTcst HauOO b
UHJIEKC 9BOIBAOUIBHOCTH, T.€. IOTEHITHATBHON CIIOCOOHOCTH K 9BOJIOIIOHHBIM
nepectpoiikam MopdoreHesa. [TI0cKoIbKy OIM3KIe 3HAUEHUST UHAEKCOB T10 OTHO-
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[IEHUIO K PaBHO3YGOI Oypo3yOKe nmMeeT OOBIKHOBEHHAsSI, MOJKHO TOJIaraTh, 4TO
006a BU/Ia B 11€JIOM XOPOIIIO aATHPOBAHBI K KOMILJIEKCY JIOKAIbHBIX TPUPOIHBIX
ycaoBuii. Tem He MeHee BemunHa KO3 UIMenTa mepekpeiBaHs MOPhOHUTIN
(MOC) y paBro3y6oii 6ypo3yOKH 3HAUMMO MEHbIIIE, YeM Yy OObIKHOBEHHO (CM.
TabJr. 5), T.e. OHA He WCIBITHIBAET CUJIBHOU KOHKYPEHI[UH CO CTOPOHBI JAPYTUX
BujioB. [109TOMY CJIeyeT OCTOPOKHO IOJIaraTh, YTO Y paBHO3yO0il 6ypo3yOKn
[IPY U3BMEHEHUU KJIMMATUYEeCKUX YCIOBUI B PETHOHE B HATIPABIEHUU YCUJIEHIS
YPOBHSI BJQKHOCTU M TIOHWKEHUST TOAOBOW TeMIepaTypbl OyeT 3HAYMTENbHO
6OJIbIIIE TMAHCOB OCYIIECTBUTD AJIAIITUBHYIO TIEPECTPOIKY MOpGoreHesa, ueM y
OOBIKHOBEHHOM.

B cBoto ouepenn S. araneus npu o61eM TOBBIIIEHUN TOAOBBIX TEMIIEPATYP
Y YMEPEHHOH BJIA)KHOCTH, YYUTHIBAsT BBICOKIE JIJISI BUA CPeIHNE 3HAYEHUST UH-
nexco AMP, RMO w Evb , taxsxe OyeT, Mo-BUANMOMY, CII0COOHA K OBICTPHIM
9BOJIIOIIMOHHBIM TIepeCcTpOiikaM PasBUTHS TIPU M3MEHEHUH yCJI0BHil cpebl. Ko-
addurent nepekpbisanus Mopdonui (MOC) y sToro Buza 630k k 1.0, T.e.
OH TaK’)Ke He UCILITHIBAET BIUSHIS CUJIBHON KOHKYPEHIHH CO CTOPOHDI JAPYTHX
BUJIOBBIX KOMIIOHEHTOB TakcorieHa. [10oaTomy skecTkast peryisiiiust co CTOPOHBI
GJIVKATIIIErO €r0 OKPYKEHUsT B COOOIIECTBE, a 3TO CPEHSISI ¥ B MEHbIIEH Mepe
masiag OyposyOku (Ilsapi u ap., 1992), emy He rposut (ecau onmuparbest Ha
CJIEJICTBUS, BBITEKIONINE W3 TIPaBuia XaTYMHCOHA O COOTHOIIEHUU PA3MEPOB
GJIMBKUX CUMITATPUYECKUX BUJIOB, CM. BBIIIE).

Haubouiee ciosxkHas cuTyaiys HabJroaeTcs B peruoHe y cpeateii 6yposyo-
KI1, KOTOPAsi MOJBEP;KEHA CAMOMY BBICOKOMY TTOTEHI[UATBHOMY [aBIEHUIO KOH-
KYPEHIIUU CO CTOPOHBI KOMILJIEKCA JIPYTUX BUIOB Takcollena (cm. 3uauenus MOC
B Tabi. 5). O6muii cpeanuii 06beM MOPPOHUIIHN Y BHU/a 3HAYUTEIBHO GOJIBIIIE,
yeM y paBHO3YOOIl U OOBIKHOBEHHOII Oypo3yOoK, YTO yKasablBaeT Ha oOlllee
CTPECCUPOBAHUE MPOIECCa PA3BUTHS M HECTAOUIBHOCTD TIPOTEKAHUsST MOPHO-
reresa cpejireiil 6ypo3yOku B pernone. To He YAUBUTEIBHO, TOCKOJIbKY CPEl-
Hss OyposyOKa sacenuia paiionsl Ceseproii EBporsl, 3anagmyio 1 BoctouHyio
Cubupn, Torma Kak HU OOBIKHOBEHHAsT, HI Masiast Gypo3yOKy He TIPOIBUHYJIUCH
JIAJIEKO HAa BOCTOK W Ha OOJIbIIEH YaCTH apeasioB sIBJSIOTCS CUMIIATPUYECKUMU
(puc. 33).

BepositHo, B 11e510M S. caecutiens Kak BUJT aIalITUPOBAHA K HECKOJBKO HHBIM
YCJIOBHUSIM, Y€M Te€, B KOTOPBIX OHa oOuTaet Ha Ypaiie. [Tockobky uHiaekcsr AMP,
RMO n Evb, y nee nesbicokn, a MOC yKa3bIBaeT Ha CHJIBHYIO TIOTEHIIHAIBHYIO
KOHKYPEHIIUIO CO CTOPOHBI IPYTUX BUOB TAKCOIIEHA, HEJIb3sI OKU/IATD, YTO BU/
Gyner crocobeH YCTOMYMBO CYIECTBOBATh BO BCEX YACTSX PETHOHA TIPH PE3KOM
U3MEHEHUHU YCIIOBUiT cpefibl. VIHTEPECHO OTMETUTD, YTO CEBEPHAst BBIOOPKA CPe/-
Heil 6ypo3yOKU 3HAYMTEIBHO OT/IMYaeTcs oT obenx GoJiee 0KHBIX 110 Gopme
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"S. minutus o 0
D

S. caecutiens

Puc. 33. CpaBHenne B3anMHOTO PACIOJIOKEHUST apeajioB TPeX BUJOB POjia SoreX: araneus,
minutus v caecutiens (rOPU30HTATIbHASI 1 BEPTUKAIBHAS COIIPOBOK/IAIONIIE ITPUXOBBIE JIMHUI
MI03BOJISTIOT TeorpahUIecKit COBMECTHTD apeaJIbl).

HuzkHel yemoctu. CeBepHble MOILYJISAIMI BUIA BBIHYKAEHBI ObLIM 3HAYUTEIb-
HO U3MEHUTH Mopdorenes MaHAUGYJI, YTO MO3BOIUIO U3MEHUTH TPO(PUIECKYIO
HUIIY W COXPAHUTHCS B COCTaBe COCHBHHCKOTO TakcolleHa. BeposTHO, ToaToMy
u ee yncaeHHOCTh B CeBepHOM 3aypajibe CyIecTBEHHO He YMEHbIIach. B co-
BPEMEHHbBIX YCJIOBUSX a[alTUBHBINA MOTEHIIMA BUa Ha Ypaie, U 0COOEHHO B
CeBepHoM 3aypajibe, HEBBICOK MO0 CPABHEHUIO C IPYTUMU BUIAMH.

Kak ciemyer us 1ojy4eHHbIX BeJIMYUH UHAEKCOB (CM. TabJl. 5) U <IIpaBu-
sa XaTunHCOHA», Majiass OyposyOKa MPAaKTUUECKHM He IMOABEPsKeHa AaBJIEHUIO
KOHKYPEHIIMH CO CTOPOHBI JIPYIMX BUJIOB TakcolleHa. B To ke BpeMsi BO MHO-
I'MX YacTsIX PETMOHA OHA MCIBITHIBAET CTPECCUPOBAHME TTPOIECCa PA3BUTHS, 1 B
6OJIBIIMHCTBE TOPHBIX JTanAmadToB Ypaa, 3a ucCKIoyenneM Huskoropuii Cpej-
Hero YpaJia, yCJOBUs Il BUia MaIoOJIaronpusiTHbL, BeposiTHO, 9T0 B OCHOBHOM
1 06y CJIOBIUBAET €r0 OTHOCUTEIBHO HU3KYIO YHCIEHHOCTH B OOJIBIIIMHCTBE JIO-
KanTeToB. K yMepeHHbIM 1 CEMUAPUAHBIM YCJIOBUSIM 3aMa[HbIX PABHUHHBIX
JIAHAIIA(TOB CKOPEE BCETO TSTOTEET S. Minutus, Tjie BCTPEIAETCS Yatle ¢ OOBIKHO-
BEHHOU 1 peske ¢ paBHo3yOoil Oyposybxamu (I1Isapi u ap., 1992). IIpu peskom
M3MEHEHMH KINMATHYECKUX YCIOBUI B HAIIPaBJIEHUH OOIIEro II0XO0J0MaHNsT BI]L
MOJKET COKPATUTh YNCJAEHHOCTD W MCUE3HYTh BO MHOTHX YaCTSIX YPATbCKOTO pe-
IMOHA, 0COOEHHO B TOPHBIX pailoHax. HalpoTus, Ipu MOBBIIIEHUN TEMIIEPATY PbI,
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6Jiarojiapst KOMILIEMEHTaPHOCTH CUMITATPUYECKOMY BULY — OOBIKHOBEHHOI Oy -
posy6ke (cm. puc. 33), Masast 6ypo3yOKa MOKET MOBBICUTH YUCIEHHOCTD U PAC-
HIMPUTD IIPUCYTCTBUE B TOPHBIX W CEBEPHBIX YACTSIX PETHOHA.

Takum 06pasoM, aHaJM3 MOP(OHUIIT 3EMJIEPOEK OT YPOBHS JIOKATBHBIX T[EHO-
HOITYJISIIUE 1 TAKCOIIEHOB [I0 OTIEJIBHO B3SIThIX BU/IOB IIO3BOJISIET OIIEHUTH CTEIEHb
UX 9KOJIOTMYECKOI YSI3BUMOCTU B PAa3HBIX JaHamadTax pernoHa u B 1eJIoOM 04ep-
THUTH BEPOSITHBIE CIIEHAPUU U3MEHEHUST COCTaBa COODIIECTB, OMMPASICh HA POTEKA-
Hie MOp(MoreHeTIHYECKIX IIPOIIECCOB B PA3HBIX 9KOJOTUUECKUX YCIOBUSIX. JlaHHbIi
HoAX0/ HaroMuHaer paHee npeatoxkennsii C.B. Meiienom (1984, 1988) crocob
[IPOIECCYATTbHOIN PEKOHCTPYKIIMU M TIO3BOJIsIET CCHOPMYJIPOBATH THIIOTE3BI O BO3-
MOKHOCTH JIAJTbHENIIIEro YCTOWINBOTO (hYHKIIIOHNPOBAHUS U COXPAHEHHST JIaHHO-
TO TaKcolleHa 3eMJiepoek posa Sorex Ha Ypasie u B CeBepHoM 3aypajibe.

B 3axroueHne paccMOTPHUM ellie OHY IeHOTHYECKYIO MOZIeTh MOP(MOHUIIN
Ha npuMepe IeHonomystinil st Bugos 6ensinok (Lepidoptera: Pieridae), or-
JIOBJIEHHBIX B arporieHo3e B TeuyeHne MByX JeTHuX ce30HoB (2010-2011 rr.) Ha
cesepe IOxnoro Ypana (noc. Merauno, Yenssounckas 06.1.). Hamomuum, 4to
2010 r. Ha IOxHOM Ypase ObLT 3aCYIIUBBIM ¢ BBICOKUME CPEIHEMECSTIHBIMU
TeMIIepaTypaMu B JIETHUE MECSIIbI U HU3KUM YPOBHEM 0CajikoB, a 2011 . Gbiur
6JU30K K KJAUMaTHdecKoil HopMe. OundpoBaHHBIN Marepuas Mo MepeHuM
KPBLIbsSIM BUJIOB JIIDOE3HO TIPEOCTABIIEH [IJIsI IOTIOJHUTEBHOTO HCCIE[0BAHIISI
k.6.0. A.O. IlIxkypuxunpiM 1 K.6.1H. T.C. OciuHoiil. 3aMeTnM, 4To dJleMeHTapHbIe
BBIOOPKU CaMIIOB U CAMOK Pa3HBIX JieT (y MOJMBOJBTHHHBIX BU/IOB MPUHAJLJIE-
JKall[ue ellle U K PA3HbIM CE30HHBIM IeHepaIliisiM) COOTBETCTBYIOT 9KOHAM B CO-
CTaBe LIEHOIOIYJIALNIA CUMIATPUIECKUX BUAOB OelsHOK. JleTajbHblil aHaI3
MaTepuaja Ha yPOBHE 9KOHOB BECbMa TPYA0EMOK, HO BIiosiHe peasieH. [Ipu atom
BUJIOBBIE MOP(OJOrHYECKUE PA3IUUHs TI0 KOH(PUTYPAIUU KPbLIbEB Y GEITHOK
CYIIECTBEHHO IMPEBBINIAIOT TTOJIOBbIE, CE30HHBIE (MEXTeHePAIlMOHHbIE) U MeXK-
rogosbie (IIkypuxun, 2012; [xypuxun, Ocnuna, 2015). TTockosbKy 151 Hac
BaKHO OBLJIO YCTAHOBUTDL, BO3MOJKHO JIM TPU T[EHOTHYECKOM aHAIU3E BUJIOB
npenebpedb MOJTOBHIMU U MEKTOOBBIMU PA3TMIUSIMU, TPEICTABIISIIO HHTEPEC
MOJIYYUTD MPEIBAPUTENBHYIO OIIEHKY COOTHONIEHUS] KOMITOHEHT MEKTPYIIOBOI
HU3MEHYMBOCTH, 00YCJIOBJICHHON BUIOM, TIOJIOM U TOIOM.

N3menunBOCTh (HOPMBI TIEpETHUX KPBLIbEB OIEHUBAIN TI0 KOH(PUTYpa-
1uu 19 JaHaMapoK, pacCTaBICHHBIX B TOMOJIOTUYHBIX Y3JIaX KPBLJIOBBIX JKUJIOK
(IlIxypuxun, 2012; Ocnuna, 2014, 2015; Hlkypuxun, Ocauna, 2015). Ilepso-
HAYAJIBLHO OBLIN TIPOU3BOJIBHO CHOPMUPOBAHBI PaBHbIE 1O 0GBEMY BBIOOPKHU TI0
50 ax3. auig kaxaoi COT — BRIOOPKU KOHKPETHOIO BH/IA OIIPEAEJEHHOIO 10/
U TOJla CpPaBHEHUsI. 3aTeM JUJIsl OIEHKHU BO3MOKHOCTH OOBEJNHEHUsST BHIOOPOK
CaMIIOB M CAaMOK Pa3HBIX JIET B I[EHOMOMYJ/ISIITMOHHBIE BRIOOPKH KaXKOTO BUJA

161



A.l Bacunves KOHIEIII[UA MOPDOHUIIIN...

BBITIOJIHAJIN KAHOHUYECKWH aHAIU3 10 TIPOKPYCTOBBIM KOOPMHATAM, XapaKTe-
pusyiomuM hopMy MepeHero Kpbljia.

[lanee o 3HaueHUAM 9 MEePBBIX KaHOHUYECKNX MepeMeHHbIX (CV1-CV9)
BBITTOJTHUJIN HElTapaMeTPUIeCKUIl MHOTOMEPHBIH JABYX(aKTOPHbBI AUCTIEPCUOH-
wori anamns (Two-Way NPMANOVA) no dakropam «Bug — Sy, «Ilor — X»
(c yuetoMm ux B3auMozelicTBus «(S x X)») Ha OCHOBE TIPUMEHEHUS [TePeCTaHo-
BOYHOTO PECIMILIMHTOBOTO TecTHpOoBaHust (Tadr. 6).

Tabruya 6. /lsyxgpaxmopiviii Henapamempuueckuil. MHOZOMePHbIL OUCNEePCU-

onnvitl ananus (Two-Way NPMANOVA) s3nauenuii KaHOHUYECKUX NepemMentblx,

Xapaxmepusyowux mexcepynnosvle audosvie (S) u nonosvie (X) pasiuuus gop-

MblL NEPeonezo Kpvlia 6 YEHONONYAAUUAX NAMU CUMNAMPULECKUX BUO0G OeAAHOK
(Lepidoptera: Pieridae).

Mcrounnk Cymma Yucno Cpenumii F Yposenb
U3MECHYMBOCTU KBaJIpaToB | CTEHEHel | KBajpar 3HAYNMOCTH
CBOGOJIBI (»)

(d.f)

Buz (S) 69401.0 4 17350.0 1927,8 0.0001

ITox (X) 2261,9 1 2261,9 251,32 0.0001

BsaumopeiictBue (Sx X) | 1251,8 4 313,0 34,78 0.0001

Octarounas 8910.0 990 9

Obmras 81824,7 999

B pesyawrare aByxdakropaoro NPMANOVA ycranoBiieHo, 4To BjausiHue
(haKTOPOB «BUI» ¥ «II0JI», & TAK)KE UX B3aUMOJENCTBU 110 COBOKYITHOCTH Ka-
HOHUYECKUX IIePEMEHHBIX OKa3bIBACTC CTATUCTUYECKU BBICOKO 3HAYMMBIM (CM.
tabut. 6). OHAKO Cy/Is TI0 COOTHOIIEHUIO CYMM KBA/IPATOB, BEJIMYMHA MEKTPYTI-
HOBBIX Pas/IM4Mii, CBA3aHHBIX ¢ (GAKTOPOM <BH[I», cocTaBuiaa 84.8% ot obiueii
JUCTIEPCUH, JIOJIsT Pa3iudmii, 06yCIOBIEHHBIX TToJaoM — 2.8%, a 3a cYeT B3a-
nMmozeicTBus 31X (aktopoB — 1.5%. [Ipu atom ocrarouHast aucrepcust xa-
pakrepusoBaia 10.9%. Takum 06pazoM, HECMOTPSI Ha BBICOKYIO YCTOIUMBOCTh
U 3HAYUMOCTH ITOJIOBBIX Pas3Jndnii, abCONOTHAS BEJUYNHA 9TOW KOMIIOHEHTBI
MEKTPYIIIOBOI AUCIIEPCUN KpaliHe MaJia TI0 CPABHEHUIO ¢ MEKBHUIOBOI KOMIIO-
HenToi. Etile MeHbIite KOMITOHEHTA AUCTIEPCHH, 00YCIOBIEHHON B3aNMOIENCTBI-
eM (hakTOpPOB. AHAJIOTUYHBIE PE3YJIBTATHI OBLIH MOJYYEHbBI B PE3YJIbTaTe TAKOTO
JKe aHAIM3a JAHHBIX 10 (haKTOpaM «BUl» U «TO/l» (C YUYETOM B3auMOJIHCTBUS
(haxropon). Ilo Bcem (hakTopam M UX B3aUMOJICHCTBUIO BBISABJICHBI 3HAUUMBIC
BKJIQ/IBI, OZIHAKO JIOJTM KOMITOHEHTBI MEKTO/IOBBIX PA3JIMUYMi 1 B3aUMO/IeHCTBIS
(axTOpoB ObLIM MeHbIEe U cocTaBui coorBercrBeHHo 0.25% u 0.35% ot 06-
1ieit aucrepcuu. B ¢cBoio ouepesib 10Jist BUAOBBIX pasianunii cocraBuia 88.21%,
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a octatounoii auctepcunt — 11.19%. TT0aTOMY BO3BMOKHOCTH O0BEIMHEHHUST BbI-
GOPOK CaMI[OB U CaMOK, JIOOBITBIX B PA3HBIE TO/IbI, B OOTI[IE [[EHOMOMY IS IIHOHHBIE
BBIOOPKU SIBJISIETCST BIIOJIHE OOOCHOBAHHOW MPU JIAIbHENIIIEM TaKCOIIEHOTHYE-
CKOM CPaBHEHUU BUJIOBBIX BBIOOPOK.

Jlist TaibHERIIero MeHOTUIECKOT0 aHAIN3a MaTePUat ObLIT PEOPraHU30BaH:
BBIOOPKHM CaMIIOB ¥ CAMOK Pas3HbIX JIeT ObLIN 00beJUHEHbI B 001IIe MAaCCHBBI 110
KaKZIOMY BUJly. 3aTe€M Ha OCHOBE MPOIEYPBI CIYIaiiHOrO BBIGOpa 0OBEKTOB ¢
BBIOBIBAHMEM JUUISA JAJIbHEHIIEro aHaIM3a UCIIOAb30BaHbl (DUKCUPOBAHHBIE 1O
yucsry Habmonenuii Bei6opku (1o 150 9k3.) onudpoBaHHbIX U300paKeHUN T1e-
PENHUX KPBLIBEB MMAro KaskAoro Buja. Jlanee mpoBe KaHOHMYECKIIA aHAJIN3
MPOKPYCTOBBIX KOOPAMHAT, XapaKTePU3YIOIINX U3MEHYMBOCTh (OPMBI Tiepe-
HUX KPbLIBEB, /7T 00BENHEHHBIX MACCHBOB IAHHBIX BCEX TSITH BUioB. Ha puc.
34 BUIHO, YTO DJUTUTICOM/IBI PACCEMBAHMUST OPAMHAT, ITPpeICTaBIstione 95% us-
MEHUYMBOCTH ¥ XapaKTePU3YIole MOP(hOHUIIN COOTBETCTBYIONINX 1[EHOMOTTY-
Jistii 6abovek, pacioIoKeHbl Ha PA3HOM yIaJleHUH JPYT OT APYyTa.

Jlist onpe/esieHust yCTOMYMBOCTH OIEHOK CTEIIeHH B3aUMHOW YAaleHHO-
CTU BUOBBIX MOP(HOHUIIT B MOPGOIPOCTPAHCTBE MEKIY BUAOBBIMU BEIOOPKAMU
YEIIyeKPBLIBIX ObLIM MHOTOKPATHO (N = 149) BBIUMCIIEHBI KBAJPAaTUPOBAaHHbIE
0600IeHHbIe paccTostHust Maxanmanobuca (D?) o GyTCTpermupoBaHHBIM CEPU-

Puc. 34 Pasmenienne MophOHNIT B BU/IE 3JITTUIICONIOB PACCEMBAHNS OP/ITHAT, XapaKTepu3y-
01X U3MEHYMBOCTD (DOPMBI MIEePETHIX KPbLIbEB NUMAr0 IEHONOMYJISIUI TISITH CUMIIATpUuYe-
ckux Bunos Gensnok (Lepidoptera: Pieridae) B o6uiem 1enornyeckoM MopgoIpocTpaHCTBe
BJ10JIb TIEPBBIX TPeX KaHoHUueckux nepemennbix (CV1-CV3).
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sIM BBIOOPOK, 3aTeM BCE TOJYUCHHbBIE PE3YJIBTUPYIOIIAE MAaTPHUIIBI AUCTAHIIAN
ObLIN YCPEIHEHbI, a [ist 3HaueHuil D? B KaxkI0OH suelike yCpelHeHHON MaTpu-
(bl BBIYKCJIEHDI cTaHAapTHbie omubku (£ SE). TlapaiieabHo 10 MHOTOKPAaTHO
BBIYMCJIEHHBIM 3HAUYEHUSAM YCpPeJIHeHHON Mepbl yHuKaabHocT (MMU — mean
measure of uniqueness) BbIOOPOK TaksKe ObLIM BHIUNCIEHBI KX CPEIHIE BeJNYN-
HBI U cTaHapTHbie ommOKu (Tabur. 7). VI3 npuBeseHHbIX B Tabuuile 3HAYCHUI
D? Bupo, uro nenrpous; Pontia edusa ycroitunBo 3aHuMaer B JaHHOM MOP(O-
IIPOCTPAHCTBE IEHTPAJIBHOE TTOJIOKEHIE U, TOITOMY, UMeeT HalMEeHBIIIYIO BeJI-
YUHY Mepbl Cpe/iHell YHUKAJIBHOCTU 110 CPABHEHUIO ¢ ApyruMu Bugamu (MMU
= 122.12+0.25), npubskasich K 1entpougam Pieris rapae w P. napi (cMm. puc.
36). [Tocsearee KOCBEHHO yKa3biBaeT Ha TO, uTo Pontia edusa nipn oTCyTCTBUN Y
Hee JKeCTKOI TPO(UIECKON Cenuayn3au UMaro MosKeT TPOSABIISTE cebst To-
TEHIMATBHBIM KOHKYPEHTOM OTHOCHTEJIBHO OIIMKANIIMX K HeMY BUIOB Pieris.
B nanbHeiinemM TH gaHHbIe GBI UCTOIB30BAHDI JIJIS BBIYUCIEHS KOhhUIM-
eHTOB TiepekpbiBanus Mopdonuin (MOC) cpaBHUBaeMbIX BUIOB (Tabir. 7).

Tabauya 7. Cpednue obobwennvie paccmosnusi Maxaianoouca D? (¢ yuemom

cmandapmivix owubox * SE), nonyuennvie 6 cepuu 149 nosmopnoix peniux npo-

yedypoL Oymempen-ananusa Meicoy GblOOPKAMU U3 YEHONONYIAUUL NIMU CUMNA-

mpuveckux sudos beasnox (Lepidoptera: Pieridae) Oxcnozo Ypana u ycpeonennas
mepa ux ynuxarvnocmu (MMU = SE)

Bug C. hyale P. rapae P. napi P. edusa MMU
Aporia crataegi | 291.19%0.74 | 177.04£0.47 | 157.16+0.55 | 170.19+0.52 | 198.89+0.47
Colias hyale - 250.81+0.87 | 284.79+0.53 | 243.58+0.66 | 267.59+0.59
Pieris rapae - 63.42+0.15 | 49.97+£0.13 | 135.31+0.29
Pieris napi - 24.73£0.07 | 132.52+0.24
Pontia edusa - 122.12£0.25
Cpennee 171.29+0.34

Mopdouumm Colias hyale n Aporia crataegi cmelerbl B MOphOIIPOCTpaH-
crBe (cM. puc. 36) orHOCHTENBHO MOPGOHUII TpeX APYrux Gosee OJUSKHUX B
TaKCOHOMUYECKOM U 9KOJIOTHYECKOM OTHOIIEHUsIX BUJOB: Pieris napi, P. rapae u
Pontia edusa. TTockobKy Matepral ObLI cOOpaH 3a JIETHHE TIEPUOJIBI IBYX CMEJK-
HBIX JIeT U 00muil 00beM BBIOOPOK HePeIHNUX KPbLIbeB 0ab0ueK BEeJUK, MOKHO
OJIATaTh, YTO KAXK/IBII AJIITUIICOU OTPAKAET M3MEHIUBOCTE (hOPMBI OGBEKTOB,
6IM3KYI0 K MAKCUMATBLHO BO3SMOYKHOM. BUHO, 4TO MOPHOHUIITH TIEHOTOMYIsI-
i BCeX BUIOB MPAKTHYECKK HE MEPEKPhIBAIOTCSA B 06IeM MOp(OnpocTpaH-
ctBe (cM. puc. 34).
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KocBeHHO 9T0 00CTOSATENBLCTBO MOJKET YKA3bIBATh TAKIKE HA PA3JININE UX TO-
nuyeckux u Tpodrdeckux Hutr Kak yske orMeqanoch Bbliiiie, HauboJiee OJIU3KH B
MopdorpocTpaHcTBe MOPGOHUIIH TIPEICTABUTENEI ABYX posioB Pieris u Pontia,
YTO, OUYEBU/IHO, OTPAXKACT U OTPEIEICHHOE CXOJACTBO UX IKOJOTHMUCCKUX HHIIL
B nociiennem TpyaHO COMHEBATHCS, TOCKOJIBKY JKU3HEHHBIE IIKJIbI, BDEMSI BbI-
JieTa Ce30HHBIX TEHEPAIHIA, KOPMOBBIE PACTEHUST Iy CEHUI] U OMOTOTINYECKAS TIPH-
YPOUYEHHOCTh ITUX MOJUBOJBTUHHBIX BUZOB BO MHOroM cxonubl (LIkypuxiH,
2012). OTmMeTnM, 4TO KOPMOBbIE PACTEHMST UMAro CXO/IHbI Y BCEX ATUX BUJIOB.

Pacuer 06beMOB peann3oBaHHbIX MOPGhOHUII VoA BBIMOJHEH Kak st OT-
neabHbIX 1eHononyssiuit — pIIM, tak m mis Bcero maHHOTO (hparmenta
coobmecrea — pIIM us naru Bugos. Haubosbiie o0beMbl MOPMOHMII Iie-
HOTIOITYJISITTN I (Vch ) BoisBaienbl y C. hyale n A. crataegi (coOOTBETCTBEHHO
81.41£0.58 u 74. 66+() 77), a Haumenblne — y P. rapae u P. edusa (40.34+0.48
u 38.45%0.50). IIpomeskyTOUHOE TTOIOKEHIE IO HTOMY TTOKa3aTeli0 3aHUMAET
P. napi (54.34+0.60). IToaTomy mpeiBapuTeIbHO MOSKHO 3aKJIIOYUTH, YTO HAUME-
Hee CTadMIIBHO B TO/IbI cO0Pa KOJIJIEKIIMOHHOTO MaTepraia IPOTEKaI0 Pa3BUTHE
umaro C. hyale u A. crataegi.

3uauenne nokasateyss AMP 6o cambiM HuskuM y C. hyale n wanboiiee
BbIcOKUM y P. edusa (tabu. 8). IIpumedaresibHo, 4TO 00bEM HE3aHSATOrO OP/MHA-
TaMu MOP(MOIPOCTPAHCTBA COOOIIECTBA COCTABUI B IAHHOM CJIydae OKOJIo 75%
ot obrtero. Muaekce sposBadmibHOCTH Evb Hanbosiee BBICOK Y TIPECTABUTETEH
ponos Pontia u Pieris.

Cyns 110 BeJIMYMHAM MHEKCA ONITUMATBHOCTHU PEATM30BAHHBIX MOP(OHUIIT
RMO, cesonnsle ycioBusa B rogsl cbopa marepuana Ha IOxnom Ypamre (2010—
2011) 6b1m nanbosee 6naronpuaTubiMu (RMO>1) 11 HHAUBULYAIBHOTO Pas-
BUTHSI IMaro ABYX BunioB — P. edusa v P. rapae, a raxske npuroanbimu (RMO=1)
U1 HOpMasibHOTO passutus P. napi, no nis C. hyale n A. crataegi onn okasa-
ek HebnaronpuaTHbiMu (RMO<1). B gaHHO# TpyIiie BUAOB, KaK M OXKKIa-
Jiock, KoaddutnrenT nepexkpeiBHNS Mopdonuin (MOC) nmeeT HU3KOe 3HAYEHUE
y A. crataegi n munumMajied y C. hyale. Oba aTuX BrIa UMEIOT HHYIO 9KOJIOTHYE-
CKYIO CTIeIMaIn3aInio, ueM mpescTtasutenu Pieris u Pontia, 1 He MCTIBITHIBAIOT
C UX CTOPOHBI JABJIEHUS KOHKYPEHIIUH 32 TOMUYECKYI0 W TPO(UIECKYIO HUTITH.
Hawbombiee snaverie MOC BouisiBieno y P. edusa, 9T0 KOCBEHHO yKa3biBa-
eT Ha HauOOJIBIINH YPOBEHb KOHKYPEHIIUU I[CHOIOIMYJISAINI JaHHOTO BUAA C
npeacrasutessivu pona Pieris. Tlo narubiv I1.1I0. Top6yrosa u O.9. Kocrepuna
(Gorbunov, Kosterin, 2003), ocHoBHoii apean Pontia edusa paciionoxeH 10xHee,
MO3TOMY BHJ[ HE SIBJISETCSI MOCTOSIHHBIM KOMIIOHEHTOM JIOKQJIBHOTO cO001Ie-
CTBA |, TO-BUIUMOMY, JIUIIb (DOPMUpPYET ceBepHbie (HOPIOCTHDBIE MOy IS,
KOTOPBIE MOTYT OBITh BPEMEHHDBIMH, T.€. UX HACETEHUE MOKET BO30OHOBJISTHCSI
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Tabauya 8. Cpasnenue 066emM08 U UHOCKCOE8 MOPPDOHUUL C YUCTNOM BEAUMUH CTNAH-
Odapmuvix owubox (= SE) y uenononyasuuil namu CUMRAMPUUECKUX U006 0Hes-

HbLX Yeuwyexkpulivlx na cesepe acnozo Ypana.

Bun O6beM AJlanTUBHBIN WNnnexc Wnnexc Koadbdurment
MOpGOHUIIM | MOANU(DHUKA- | ONTUMATLHOCTH | 9BOJIBAOUIb- | IEPEKPHIBAHUS
(Veh) [IUOHHBIN peam30BaHHON HOCTH MophoHUTIIH
noreHuuan; | MophOHUIIN (Evb,) (MOC)
(AMP) (RMO)
A. crataegi | 74.66+0.77 | 0.773+0.002 | 0.650=0.013 | 0.818+0.002 | 0.861+0.011
C. hyale 81.41£0.58 | 0.767£0.002 | 0.615+0.010 | 0.813+0.002 | 0.640+0.014
P. napi 54.34%£0.60 | 0.848+0.002 | 1.098+0.010 | 0.878+0.002 | 1.293+0.012
P rapae 40.34+0.48 | 0.887+0.001 | *1.327+0.008 | 0.909+0.001 | 1.266+0.011
P. edusa 38.45+£0.50 | 0.892%0.001 | *1.360£0.009 | 0.914+0.001 | 1.403%0.009

IIpumeuanue: Ilocre npouedypvl papedakuuu wucio 06exmos 6 6vl00pKax Ol Kancoozo
suda Quxcuposano (n = 150); * — nokaivrovie yciosus Hauboiee 6Iazonpusimusl Ois pas-
sumusi dannozo euda (no suauenuro RMO).

3a CUET TIOBTOPHBIX TIPUJIETOB U paccesieHusi UMaro ¢ tora. Vinoraa Buji, BeposiT-
HO, CIIOCOOEH TIEPEHOCUTD YCIOBUS MECTHON 3UMOBKH, COXpaHsisi aOOPUTEHHYIO
4yacTh HacesieHus (hopIOCTHBIX nomyJsiuit. [loatomy npeanonoxurensno Pon-
tia edusa BJgeTCS OTHOCUTENIbHO HEJABHUM [ U3y4aeMOoil TeppuTopun 3a-
ypasibsl BUAOM, ITIBITAIONIMMCS BCTPOUTHCS B JIOKAJIbHOE COOOLIECTBO THEBHBIX
YelyeKphLIbIX 32 Mpe/leJlaMi CeBEPHOM TPaHUIlbI CBOETO apeasa. 1 He cuntaro
3Ty BEPCHUIO OKOHUYATETbHOM, MOCKOIbKY MCCAEOBAHUS TTOMYISIIMOHHON 9KO-
Jloruu 1 pacrpocrpatenust Pontia edusa 8 TOxHOM 3aypajibe MPOJOJIKAIOTC U
MTO3BOJISIT MIPOSICHUTD BOMIPOC O TOM, CYUTATH JIM BUJL TIOCTOSTHHBIM MJIU TOJBKO
(bakyIbTaTUBHBIM YIEHOM JAHHOTO COOOIIECTBA THEBHBIX YelryeKpblibix. Cyist
IO COOTHOIIEHUIO MOP(OHUTIT BUZIOB B MOP(OTIPOCTPAHCTBE, BEChMa BEPOSTHA
IIOTEHI[UAIbHO BLICOKAs CTElleHb 9KCILIyaTallMOHHON (Ha CTaJUU I'yCEHUIIbI)
nian UHTEPhEPEHIIMOHHON (TIPU TEPPUTOPUATHHOM pACIIPE/IE/ICHIN HUMAaro)
koHKypenuuu Pontia edusa ¢ obormu 1ipeacTaBuTesiasMu poja Pieris, 4To MOXKeT
OBITH CBSI3AHO C €T0 BEPOSITHO HEJIABHUM MPOHUKHOBEHUEM B JIAHHOE COO00IITe-
CTBO YENTyeKPbLIbIX.

Takum 00pa3oM, UCIIOJIb3YsT KOHIENINI0 MOP(MOHUIIM IIPUMEHUTENBHO K
Pa3HBIM MOJIEJIBHBIM CUTYAIIUSIM, MOKHO MTOJIYYUTh BO3MOKHOCTh KOJIMYECTBEH-
HO OIIEHUTH U MTPOBEPUTH KAK MOMYJISITUOHHO-9KOJIOTUUECKIE, TAaK U IBOJIOIH-
OHHO-IKOJIOTUYECKUE TUIOTE3bl, UCXO/SI U3 COOTHOIIEHUS Pean30BAHHBIX U
MOTEHIMATBHBIX TPEAETOB (HEHOTUITMYECKON TIACTHYHOCTH 0c0beii, 9KOHOB,
IEHOTIOMYJISIINHI 1 TAKCOIIEHOB B MOP(OIIPOCTPAHCTBE.
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I'nasa 10
Mukpo-, Me30- 1 MAKPOIBOJIOIHOHHBIE MPOILECCHI
U POJIb B HUX 9KOHOB KaK MOMYJSIMHOHHO--
NEHOTHYECKHX CTPYKTYPHO-PYHKIHOHAJIBHBIX TPy

Kax yske ormeuasnocs Bbile (cM. Ty1aBa 4), aKoH, pe/ioxkennbrit I. Xurtyo-
som (Heatwole, 1989), npezncrasisier co60ii a/ieMeHTapHYIO MOMYIAUOHHO-1[e-
HOTHYECKYIO CTPYKTYPY — YacTh 0COGEil LIEHOTIONYISIIUM, XapaKTePU3YIOIIIXCsI
crerduuabM Gernoruniom (Osepckuii, 20106, 2015). [IpeacraBuTen sKoHA
BBITIOJIHSIOT OGUHAPHYIO (DYHKIMIO: ¢ OJIHOU CTOPOHBI SIBJISIIOTCS OTPeieJIeHHOI
CTPYKTYypHO-(pyHKITMOHANBHOU rpynmoil (CMDT) B coctaBe MEHONOMYIAINHT, a
C ZIPYTOM, BBITOTHSIOT CIENU(PUIHYIO TIEHOTHYECKYIO (DYHKIIUIO TAHHOTO BUJIA,
BXO/IST KaK €r0 CTPYKTYPHO-(DYHKIIMOHATIBHBIN 3JIEMEHT B COCTaB JIOKAJIBLHOTO
MHOTOBUIOBOTO COO0IIECTBA. J[PyrUMU CI0OBaMU, 9KOH OJHOBPEMEHHO, TIPHUYEM
B peasibHOM Maciitabe BpeMEHH, SIBJISIETCST 1 YACThEO [IEHOTIOY IS, U YaCThIO
coobmtectBa. [T0aTOMY HPEACTABIISIET HHTEPEC TEOPETUUECKH PACCMOTPETH €TO
POJIb B MUKPO-, M€30- 1 MaKPOIBOJIIOIUOHHBIX TIPOIECCAX, KOTOPbIE KACAIOTCS
BHYTPUBUIOBOIO U HAJBHUOBOTO MaCIITAO0B 9BOJIIOIMOHHBIX SIBJICHHMIL.

Xopomo MOHATHO, YTO MpodaeMa COOTHOLIEHUS MUKPO- M MaKPOBOJIIO-
LU JIaJleKa OT CBOETO PelleHrs U IUPOKO 0OCYKAaeTCst ¢ Havaja IOsBJICHI
ITUX TPeACTaBieHuil. B TOI Wiam MHOI crelleHn X 00CyKIEHUe JUTTCS YiKe
LIEJIBIIT BEK U 3aBUCUT OT IBOJIOIMOHHON NIIAaT(HOPMbI — TEOPETUYECKOI OCHO-
BBI 9BOJIIOIIMOHHBIX TIPEACTABICHUN, HA KOTOPOU CTOST CTOPOHBI MHOTOJIETHEN
quckyccnn. C aTUMM TIOHATUSMU CBS3aHBI TPAKTUYECKH BCE ACIIEKThI ABOJIO-
HUOHMKK — MEKANCIUIUIMHAPHON 001acTH, H3yJarolieil mpobieMbl 9BOJIOLUN
JKusuu Ha 3emiie u 3a ee npeesnaMu. [109ToMY JJIs IIOJHOLIEHHOTO 00CY /K ACHHSI
JaHHOH MpoOIeMaTHKN HEOOXOAMM 3HAYMTEbHO OOJIBIINN 00beM MaTepuasa,
YyeM 3allJIaHMPOBAaH MHOW B KHUTE JIJIs JAHHON TyIaBbl. XOPOIIO 0CO3HABAS 9TO,
s BCe JKe PEeIraioch 371eCh ee 3aTPOHYTh M MOTBITATHCS PACCMOTPETH TOJBKO TY
4acTh, KOTOPast KacaeTcsl POJM IKOHA B 9BOJIOMMOHHBIX MPOIlECCaX HA YPOBHE
nonyasnuii (MEKpO2BOJIIOIUs ) 1 coobiiecTs (MakpoasoJionus ). CyecTsyer u
MIPOMEXYTOUHBIA YPOBEHD apaJIeIbHON HAABUIOBON 9BOIONNH, B YaCTHOCTH,
BEPOSITHO, MTPOSIBJISIIONIUNACS TIPU 0OPa30BAHUN TAKCOIEHOB — ME309BOJIOIISI
(Aboubheif, 2008), o0 gem GyeT cKa3aHO HUKE.

BeposrTHo, HanboJiee paHHee yHOMUHAHKIE TEPMUHOB MUKPO- 1 MaKPOIBO-
monus npunazaesxkut 10.A. @unnnuenko (Philipchenko, 1927; uunt. no Hasa-
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poB, 2005): mepBoe yroMuHaHue OBLIO CAETaHO B KHUTE HA HEMEIIKOM SI3bIKE, a
3areM Ha PYCCKOM s3biKe B TpeTheM uapanuu Kuuru (Duanmuenko, 1927; mur.
o Haszapos, 2005), ocBsIeHHOM N3MEHYNBOCTHA U METO/IAM €€ M3ydeHust. Tem
He menee 1o muenunio J.H. Mupsogna (1998) obias nmocranoska 1mpoOsiembl
M3Y4EHHUsT MAKPOIBOJIONUN 6e3 yrnorpebjeHrst caMoro TepMuHa Obljia 0 9To-
ro cchopmysmmpoBana B kuure A.H. CeBepiioBa «ITIONBI 10 TEOPUH 3BOJIOTII
(1912; rur. mo Duunuenko, 1978) u nasee pasBuBaiach B €ro yueHuu o Gop-
Max Guosiorndeckoro mnporpecca. Ilosamnee B MUPOBOIl HayuHblil 001x01 06a 5TU
MTOHSATHST: MUKPO- M MaKpo3aBoJIiolus, BHOBb BBeN B 1937 1. H.B. Tumodees-Pe-
cosckuii (Timofeeff-Ressovsky, 1937), ¢ uMeHeM KOTOPOro OHU Yaile BCEro U
aCCOIMUPYIOTCS B MUPOBOIT JTUTEPATYPE.

MHorue 3BOJIIOIIIOHICTBI MIKPOIBOJIOIMOHHBIE TIPOIECCHI TPAJAUITMOHHO
OTHOCSIT MCKJIIOUYNTEIBHO K BHYTPUBUIOBBIM U3MEHEHUSIM (B OCHOBHOM T€HETH-
YeCcK¥MM) Ha YPOBHE TOMYJISAIUN 1 60siee KPYITHBIX BHYTPUBUAOBLIX TPYTITHPO-
Bok (Philiptschenko, 1927; ®uiunuenko, 1927, 1929, 1978; Dobzhansky, 1951,
1954; Maiip, 1968; IIsapir, 1969, 1980; Tumodees-Pecosekuii u ap., 1977). Ma-
KPOSBOJIOIMOHHBIE MTPOIIECCHI MMEIOT 3HAUNTEIBHO GOJIBIIYIO MTPOIOJKIUTEb-
HOCTb BO BPEMEHU 1 CBSI3aHbI C 9BOJIIONINEH COOOIIECTB U HAIBUIOBBIX TAKCOHOB
(IIsapi, 1969, 1980; Lande, 1980; Maynard Smith, 1981; Mayr, 1982; Mopuan-
ckuit, 2001; Cavender-Bares, Wilczek, 2003; Cesepuos, 2005; Butterfield, 2007,
McPeek, 2007; Haloin, Strauss, 2008; Stigall, 2015; Miller, 2016). Kak mosaraior
muorue (Mopranckwuii, 2001; Kepuxun, 2003; Cesepiios, 2013; Futuyma, 2015),
MaKPO2BOJIOIHS HE MOJKET ObITh CBEIEHA K TIPOCTOMY MTPOJOHTHPOBAHUIO TIPO-
1ecca MUKPOIBOJIIONNU U €€ MEXAHU3MaM U JIOJIKHA UMETh CBOM COOCTBEHHBIE
3aKOHBI ¥ IPOSIBJIEHHUS.

[Topuepkny, uto E. AGyxeiid (Abouheif, 2008) cunTan HeoOXOAUMBIM BbIJIe-
JIUTH TIPOMEKYTOUHBIN YDOBEHb — Me303BOJIIOIIMOHHBII TIpoliecc (Me309BOJII0-
IHI0), T.€. MapaJlIeIU3M 9BOJIIOIMOHHBIX U3MEHEeHHU T y OIM3KuX BUioB. Tepmun
MEe309BOJIIOIMSI IIpeiarajics panee u apyrumu apropamu (Dobzhansky, 1954;
Wray, 2000; Moore, Woods, 2006), Ho E. AGyxeiid nmoHUMaeT 1o HUM 0coOyo
CUTYAIIHIO, CBSI3aHHYIO C PA3BUTUHHBIMU, TEHETHYECKUMHE U IMTUTEHETUIECKUMHU
MeXaHU3MaMH, MO3BOJISIOIIUME OJU3KUM 110 [TPOMCXOKACHUIO BHUIAM, U3Me-
HUTBCST CXOAHBIM 00Pa3oM, T.e. TapajIeJIbHO, UCIOJb3Ysl T JKe PasBUTHITHbBIE
MEXaHU3MBI U Te JKe CaMble TeHbI ¢ TJIaBHbIM addektoM (a single gene of «majors
effect) B oTBer Ha seiicTBrE onpegeneHHbIX naMeHennii cpebl (Abouheif, 2008).
Cuuraercst, 9TO XapaKTepHbIE BPEMEHA MOOOHBIX MAPAJLIETBHBIX 9BOJIIOINOH-
HBIX U3MEHEHUIT y 6m3Kux BuioB kosebuorest ot 10°—10° et u 3arparuBaior
BU/IBI, SIBJISIONIIECST HE HEITOCPEACTBEHHBIMU TOTOMKAMU KOHKPETHBIX MTPEIKO-
BbIX (hopM, a bostee oTaasmeHHbIME. [TpobIeMy TTapasiieiu3MOB B 9BOJIOIUN U UX
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BO3MOJKHBIC MexaHu3MbI 00cyskaamu takke [.AD. Ocbopu (Osborn, 1933, 1934)
u O. IlTunzgesosbd (Schindewolff, 1950).

O. lIunzeBoabGh NCXOMU U3 CATBTAITMOHUCTCKUX MTPECTABICHUI U TIPe/l-
MoJIaTaJl BO3MOXKHOCTD TMAPAJJIETM3MOB 32 CYET CHCTEMHBIX MAKPOMYTAIIMIA.
I.®. OcbopH moaxoans K mpobieme wHaue. VI3BECTHO, YTO OH OMUCAJ TEOPe-
THYECKYIO BO3MOKHOCTD MAPaJJIEIbHBIX HE3aBUCUMbIX MEPECTPOEK Y OIM3KUX
[0 TIPOUCXOKAEHUIO TAKCOHOB, KOTOPYIO OH Ha3Baj IPABUJIOM aPUCTOreHe3a
(Paytuan, 1988). Cornacuo I.D. Ocbopny (Osborn, 1933, 1934) B cucreme pox-
CTBEHHBIX (PUIIETUYECKUX JIMHUI MOXKET HABII0IaThCs TPOIIECC TTAPAIITIETBHOTO,
OTPAaHMYEHHOTO ¥ HANIPABJIEHHOTO TBOpYecTBa — apucrorenesa. OH paccMaTpu-
BaJI TIy6OKOE CTPYKTYPHOE EAMHCTBO HE3aBUCHMO ¥ MAPAIIIETBHO (hOPMUPYIO-
MIUXCST TOMOIIJIACTUYECKUX CBOICTB KaK OTPa’keHUe OrPAaHUYEeHU, BBI3BAHHBIX
HAC/IE/ICTBEHHBIMU CBOICTBaMU opraHuama. CXofiHble 9Komorndeckue Tpebo-
BaHUS CPEJIbI IPUBOAAT K 9BOTOIMOHHOMY (DOPMUPOBAHUIO apUCTOTeHeTHIe-
ckux (B embicsie OcGopHa) CTPYKTYPHBIX MEPECTPOEK MCXOIHO TOMOJIOTHYHBIX
MOP(}OJIOTHUECKUX TPU3HAKOB, UTO MOKET IIPUBOIUTH K MACCOBOMY TIOSIBJIEHUIO
TOMOILTA3HiA, T.€. MAPAIIETBHON U OTYACTH HAIIPABJICHHOI 9BOJIONNHN OJIM3KUX
110 TIPOMCXOKIEHUIO TAaKCOHOB TIPU MX JaJbHENIel onHAaKOBON (CXO/HO Ha-
TTPaBJIEHHON ) 9KOJIOTUYECKON CIIeIINaIn3aIiiim.

WccnenoBanus B paMKaxX UCTOPUYECKON 9KOJOTUM TTOKA3BIBAIOT, UTO U B
JIMHAMWKE BUJIOB U UX KOMILIEKCOB Ha GOJIBIITINX BPEMEHHDBIX OTPE3KAX OTYACTH
npucyTcTByIoT napasinean3mbl (Tatapunaos, 1987; Cmupnos, 2006). Ilpu aBo-
JIOIMOHHOM M3MEHEHUU cO00MEecTB — (DUIIONEHOTeHe3e 110 MPEICTaBIEHUAM
B.B. Kepuxuna (2003), BO3MOKHBI IIITh 9JIEMEHTAPHBIX aKTOB, CBSI3AHHBIX C
nusMeHenureM akosornueckux wun (IH) Bugos, BXoaAmmUX B coobIecTBo. Ya-
CTMYHO HCIOJb3Ysl reoboTaHu4ecKylo tepmubojoruio B.A. Beikosa (1978),
OH BBIJIEJIUJI CJIeIyIONINe aKThl dutoneHoreHe3a: 1 — s3orene3 (Ieperpymmnu-
POBKa COOTHOIIIEHUI BUJIOB, BJIUSIONIAs Ha M3MeHeHue peanusdoBanHoit DH);
2 — cnenuoreHes (peanmsoBanHas JH usmensiercs 3a cuer Gopmoobpaszo-
BaHMs1/BU000PA30BAHS, MPUBOMAIIETO K HW3MEHEHWIO (DyHIAMEHTATLHOM
HUIH); 3 — 23U (MCYE3HOBEHME BUJIA M3-32 €T0 YXOJa UM M3-32 BBIMUPA-
HUs); 4 — WHBa3us (BCTpauBaHUe HUIIM 9Y;KEPOTHOTO WHBA3MOHHOTO BUA) U
5 — cyb6erutyius (3aMelieHe HUI OHOTO BUja (JIydliie TOBOPUTH — KOJIO-
rUdecKoi yHKIIMN) HUIEH PYTOro, BBITECHUBINETO MECTHBIM BUJI B TIPOIECcCe
KOHKYPEHTHOTO JIaBJICHUST ).

Kaxk mHe nipencraBiisieTcs, napaJijiesibHble MPoiiecchl (usoreresa u Guio-
[[eHOTeHe3a B cOO00IIecTBe OJU3KUX BUIOB BO3MOKHBI TIPH 930T€HE3€, CIIEIINO-
reHese, HHBA3WK U CyOCTUTYIINU. J30T€HETHYECKIE TTapaJlie/IbHble H3MEHEHNS,
CKOpee BCETr0, MOTYT CJIa00 MPOSIBIISTHCS JIUIITh TIPH HAYAJIBHBIX MUKPOIBOJIIO-
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IIUOHHBIX TPOIleccax, HO (hUJIOTEeHe3 3aTparuBaTh He AOJLKHBI (cM. JKepuxuH,
2003). IMapaJuiesbHbIi clielMOreHe3 HEMOCPEJACTBEHHO CBSI3aH ¢ (PUJIOTEHE30M,
HO y:Ke Ha YPOBHE Me30- ¥ MaKPOIBOJIOIMOHHBIX IpoiteccoB. [lapammenpras
cyOCTUTYIUST BO3MOKHA B COUETAHUNU C MHBA3UeEH P OBICTPHIX MUKPOIBOJIIO-
IIMOHHBIX sIBJIeHusX. Harpumep, mpu ocBoeHNN eBpoIeliCKUMU BUlaMi-HHBAH -
JepaMu OMOTBHI ABCTPa/IMU IPOUCXOIMIIO CHAYaJIa PACIIMPEHe HUIT COOOIIEeCTB
32 CYET WHBA3WUU TIPUIIEJBIEB, a 3aT€M BO MHOTUX CUTYaIUsIX TPOUCXOUIA
CyOCTUTYLUST HUIIEBOTO IIPOCTPAHCTBA a0OPUT€HHBIX (DOPM € UX IOCAEAYIOMEN
smsueil. B ABcrpanuu mpolece npeoOdpasoBaHms U «dBOJIOLUI» COOOILIECTB,
¢ opMaIbHO COOTBETCTBYIONIMH 10 COJIEPKAHUIO (DUIIOTIEHOTEHESY, TPOU3OIIIE B
KparJaiilie HCTOpUYecKre CPOKU 1 ObLI 9KBUBaJEHTEH MAKPOBOJIIOIMOHHBIM
MaciitabaM U3MeHeHMH, HO MeXaHU3MaMU 11peo0pasoBaHuii ObLIN MUKPOIBO-
JIIOTIMOHHBIE SIBJICHUS U (puoreHes, BeposaTHO, He TTponcxoaui. [Ipu aTom Bo3-
MOZKHBIN MUKPOdIIOreHe3 abOPUreHHON OHOTHI COITPOBOKIAJICS BHIMUPAHHEM
3HAYUTEIbHOM yacTu a1oii 6uotel. [Tapasnenbhbie ahdeKThl GuroneHorenesa
MECTHBIX aBCTPATMHUCKUX COOOIIECTB B 9THX CJAyYastx ObLIN CBSI3aHBI C KOHKY-
PEHIMEN CO CTOPOHBI MPEACTABUTEICH €BPOTIEHCKOTO OHOTHIECKOTO KOMILIEK-
ca. BosHukIime Ha KOHTHHEHTe ABCTpajidsl PeroHajbHble GHOIEHOTHYECKIE
kpusucHbie spiaenus (PBK), nauaBmmecs mpu aHTPOTIOTeHHOW WHTPOAYKIIUN 1
Jla/ibHelileil HHBa3uy eBPOINeicKoil GUOTHI B aBCTPAIUNACKYIO OUOTY, IIPOIOJI-
JKAIOTCA U B HAITH JTHU.

[To mpencrasienusam B.A. Kpacuiosa (1986), B HopMe 1pu 1mocTerneHHOM
M3MEHEHUU CPEJIbl TPOUCXO/IUT KorepeHTHas (CONpPsiKeHHast U COTJIACOBAHHA )
9BOJIONMS (KODBOJIIOLHMS) YJIEHOB COOOIIECTBA, HO IIPU PE3KUX M3MEHEHUSIX
abUOTHYECKUX 1 OMOTUYECKUX YCIOBUI MOKET HACTYIIUTH IIEPHOJ] HEKOIE€PEHT-
HOI (XaOTUUYECKOI, PACCOTIACOBAHHOI ) 9BOJIOIIMOHHO 1tepecTpoiiku. [loatomy
[PU BO3BHUKHOBEHHU OUOIEHOTUYECKMX KPUSUCHBIX SIBJICHHUI KpaiiHe CIO0KHO
(ceropus, MO-BUIMMOMY, HEBO3MOSKHO) TPE/ICKA3aTh HAIIPABJIEHUS W CKOPOCTh
U3MEHEHMI BUIOBBIX KOMIIOHEHTOB coo0uecTs n ux camux (Kpacuios, 1986;
Haloin, Strauss, 2008). Bosnuknosenue ($hasbl HEKON€PEHTHON 9BOJIOLUN CO-
o01IecTBa COMPOBOKIACTCST TIOTEPEl GUOIEHOTHYECEOr0 KOHTPOJIST 3a BXOJIS-
[IAMK B HETO BUIOBBIMU KOMIIOHEHTaMU. [Py 9TOM JKECTKOCTh 00s13aTEJIbHOTO
MPEIOCTABJICHUST COOOIIECTBOM HKOJOTMYECKON JINIIEH3UU — MOTEHITHATBHBIX
pecypcoB — Ha TipaBo Bugoobpasosanus (Jlesuerko, 1993; Crapoboraros, Jles-
yeHko, 1993) pesko ocimabeBaer. Ha dase mogoOHON 1IeHOTHYECKOH AuChyHK-
[[UH [[EHOTOMYJISIIIAN CUMIIATPUIECKUX BU/IOB, YACTUYHO OCBOOOAUBIIUCH OT
JKECTKOTO KOHTPOJISI CO CTOPOHBI COOOIIECTBA, TI0 aHAJIOTUH € TEM, KaK IIPOTEKA-
eT MoOp(OJIOrHUecKas «IBOJIONKI> OPOJL oMecTrIpoBaHHbIX BioB (Drake,
Klingenberg, 2010; Young et al., 2017), ctocoGHBI OBICTPO U «3TOUCTHUYHO> TIPe-
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00pa3oBbIBaTh MOP(OTeHe3 B HY;KHOM HAllPaBJICHUN Ha OCHOBE SITUTEHETHYE-
ckux mexanuamoB (Jablonka, Raz, 2009; Duncan et al., 2014; Burggren, 2016),
obecrieunBast it cebst BOBMOKHOCTD M3BJIEUEHHST WHOTO Habopa PecypcoB U
pactupsiss OH. Tocesiiee, o/ilHaKO, MOXKET KaK BJIUSTH, TAK U HE BJIUATDH HA TIPO-
1ecc GpuJorieHoreHesa.

DuoreHorenes 1 (HUIOTEHE3 MTPOUCXOAAT KaK MapaiieNbHble W CXOIHO
HaIpaBJIeHHbIE TTPOIECCH OCBOEHUST HOBBIX PECYPCOB M YCJIOBUIA, HO, KaK CIIpa-
Be/nBO yKazeiBan B.B. Kepuxun (1994, 2003), MmoryT ocyiecTBIAsAThCS He3a-
BUCHUMO: (pUJIOTeHe3 BO3MOKEH U TIPU OTCYTCTBUHU (DUJIOIEHOTEHEe3a, a TaKKe
HA000POT, BO3MOKHA CUTYAIIMsI, KOraa GUI0LEeHOreHe3 IPOUCXOAUT 3a CYET 930~
reHesa cooOIIEeCTB, HO He 3aTparuBaer (pUIOreHes3 BXOMAIIUX BUIOB. B ciydae
crierorenesa 00a mpoiecca — U GUIOLEHOreHes, 1 (UIOreHes — OCYIIeCTBIsA-
I0TCSI OJITHOBPEMEHHO U MTapaJiieIbHO.

[TpocnenuTs 9T MapaJiiesibHbIe MPOIECChl B (hUJIOTeHe3e TeOPeTHYECKN
BO3MOKHO PasHbIMH IyTsIMU. MOKHO, Harnpumep, HETOCPEJCTBEHHO HCITOJb-
30BaTh MAJCOHTOJOTHYECKIE U apxeosiornueckue Matepuaisl (Jablonski, 2000,
2007; Butterfield, 2007; Stigall, 2008). TIpumeHIMBI Tak:Ke MOP(POTOTHUECKIE
METOJIbl CPAaBHEHUS, HATIPUMED reoMeTprudeckas MophOMeTpHs MPU CPaBHEHUN
AJJIOXPOHHBIX CUHTOTIHBIX BHIOOPOK CUMIIATPUUYECKUX BUJIOB, OTCIIEKEHHBIX 32
MPOJIOJKUTEbHBIN UCTOPUYECKHUH OTPE30K BPEMEHH B JIOKAIBHOM COOOIIECTBE
(Polly et al., 2016; Bacubes u jp., 20166, 20206). TlepcrieKTHBHO TaKKe ¥C-
MOJIb30BaHNE MACCOBBIX MHUKPO(MOCCUIBHBIX MAaTEPHATOB B PyCJIe HCTOpUYE-
ckoii akonoruu (CmupHos, 2006).

Vzyuenue qanHoi IpobaeMaTUKM, CBI3aHHON ¢ ME309BOJIOLMOHHbIMY (11a-
pasiebHBIMI ) TIEPECTPOIKAMHU, MOKHO OCYTIECTBTh Ha OCHOBE MHOTOMEPHOTO
aHaJIM3a U3MEHEHU WHIMBU/YaJbHON BCTPEYAEMOCTH BapHAIUNl FOMOJIOTHY-
HBIX MOP(OCTPYKTYD y HAABUAOBBIX U OJIM3KUX BUAOBBIX TAKCOHOB. I10 MHEHMIO
E. AGyxeiida, 9T0 0CyLIECTBUMO IIPH UCIIOJb30BAHUK TAK HA3bIBAEMBIX «Mep-
natorux»> («flickering» 1o ero TepMuHOIOrMK) NPU3HAKOB, T.€., HAIPUMEP, TO-
MOJIOTUYHBIX IUCKPETHBIX Bapraruii MOPGhOCTPYKTYP — (DeHOB HEMETPUIECKUX
MTOPOTOBBIX TPU3HAKOB, KOTOPbIE MOTYT TIPOSIBJISITHCS WJIW HE TIPOSIBJISTHCS B
(eHOTHIIE U CTOCOOHBI TPOSABJIATH (QIYKTYUpYoILyto acummeTputo (Griineberg,
1952; Berry, 1963; 3axapos, 1987; Bacuinbes, 2005).

Panee mbi coBmectHO ¢ VLA, Bacusbesoii (Bacunbes, Bacuibesa, 20092,6)
MOKa3aJu BO3MOXKHOCTH TAaKOTO APUCTOTEHETHMYECKOTO MeXaHm3Ma (GopMu-
pPOBaHUA TapAJJIETbHBIX TEPECTPOEK KOMILJIEKCA TOMOJOTHYHBIX HEMETpUIe-
CKMX TIOPOTOBBIX MPU3HAKOB Uepera y CHHTOITHBIX TeoTpahuuecKy y1aJeHHbIX
CEBEPHBIX M FOKHBIX MOABHUIOB JABYX BUIOB TOJIEBOK, MPUHAIEKAIINX TBYM
pasubiM pogam — Alexandromys w Lasiopodomys — Ha ocHOBE MHOIOMEPHOI'O
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CPaBHEHUS UX UHUBUIYATbHOI BCTPeUaeMOCTH (JIAHHBIH MaTepHal 4aCTUIHO
paccMoTpeH Bbilie B Tiase 2). [TocKoJAbKY TPy M3yYeHWH BCTPEUYaeMOCTH (he-
HOB OUJIATEPAJBHBIX CTPYKTYP Yeperia y BHYTPUBUIOBBIX (JOPM PasHBIX BUIOB
ObLIn OOHAPYIKEHDI MapaJlieJIbHble OJIHOHAIPABJIEHHbBIE U3MEHEHUsI, CBS3aH-
HBIE CO CXOJHBIMU AJaTUBHBIMHU TPEOOPAZOBAHUSIMU IMUTEHETUIECKONU CHU-
CTEMBI, CJIEJIOBAJIO OKU/ATh, YTO TaKHUe K€ TapajuleJbHble SBJICHUS JTOJKHBI
HAOMIOIATHCA ¥ [IPU CPABHEHUH HKOJOTUUECKHUX PALOB BUIOB, UMEIONINX Pas-
HYIO 9KOJIOTUYECKYIO ClIenuainu3aiiio. B kagecTBe Takux o6IUX 4epT aKOJI0-
TUYECKON CIIEIUAIM3aIui Mbl BBIOPAJIM TPU acleKTa: THTPOPUIBLHOCTh BUIOB,
OCBOEHUE CEBEPHBIX IMHUPOT (XOJOAOCTONKOCTH) ¥ CHEIHANU3AIust K o6uTa-
HUIO B TOPax.

Bnauasie paccMOTpUM pe3yJibTaThbl cpaBHeHUs 46 BUIOB 1 BHYTPUBUIOBbIX
dopM, pa3buB uX TO BAAromOOMBOCTU. Bee TakcoHbI 3apanee GBITH YCIOBHO
pasjiesieHbl Ha TPU COBOKYIIHOCTU: TUIPO(UIbHbIe BUAbL (HAlIpUMep, BOjgHAs
MOJIEBKA, OHJIATPa, MOJEBKA-9KOHOMKA U 1P.), Me30(huibHbie (GObIIas 4acTh
BU/IOB) M KcepoduiibHble (HarmpuMep, rmojeBka bpanara, crernuas mecTpynika,
CephIf XOMSYOK | /Ip.). Marpuiia BUZOBBIX YaCTOT BCTPEYAEMOCTH MTPOU3BOJIb-
HO B3SThIX (DEHOB (JJIsI 9TOTO B IIPOM3BOJIBHOM MecTe OOIIeil MATPHUIIBI YaCTOT
107 deno ObLIM BbIOpaHbI YeTHBIE HOMepa 43 npusHakoB) Oblia ob6paboTaHa
METO/IOM IJIABHBIX KOMIIOHEHT. 3aTeM B COOTBeTCTBUU ¢ KpuTepueM Jxkonmdda
pu JaJbHENTeM aHain3e ObLIN yUTEHbI KOOPAMHATHI TAKCOHOB JIJIsT 27 TIEPBBIX
TJIABHBIX KOMITOHEHT. KaHOHUYEeCKU it aHAIN3 3TOW MAaTPUIIBI IJIs1 CPABHIUBACMBIX
AKOJIOTMYECKUX TPYII TaKCOHOB BBIABUJI MEXKIY HUMU 3HAUYUMBIC Pa3INdMs
BJIOJIb JIBYX MIEPBBIX KAHOHUYECKUX IIepeMeHHbIX. Bob nepBoii kKaHOHUYeCcKOn
nepemennoit (CV 1), Ha KoTopyio mpuxoautcst 52.04% aucrnepcuu, MpOsiBIINCDH
MEKTPYIIIOBBIE PA3JINYKs B HAIIPABJIEHUHN OT KCePO(MUIbHBIX K TUTPOPUIBHBIM
BUJIAM, a BJIOJIb BTOPOil (47.96%) Habmoganoch cBoeobpasmie TOMUHUPYIOIIEH
IpyIIbl Me30(UIbHBIX BUIOB OTHOCUTEJBHO CHEIMAIN3UPOBAHHBIX KCEPO-
bubHBIX ¥ TUTPODUIBHBIX (PHC. 35).

JIpyroii 9KOJOTHYECKUIT PSI/i BUIOB IS aHAJOTHYHOTO CPABHEHUsST ObLI
c(HOpPMHUPOBAH MO paHTaM 3HAYEHUI TPAZYCOB CEBEPHOU MUPOTHI, 10 KOTOPOI
PacIpoCTpaHIETCs CeBEPHBIH TIpeiesl apeaia U3yYeHHBIX TAaKCOHOB. Boiaennim
TpU KJtacca pauros: 1 — oxubie Buabl (10 50° c.11.); 2 — BUABI yMEPEHHBIX IIH-
pot (ot 50 mo 65° c.ur.); 3 — ceBepHble Bubl (Bbiire 65° c.ir.). JlaHHbBII 9K0JI0-
THYECKUH PSifl, BEPOSTHO, CJIEAYET YCIOBHO PACCMATPUBATH KaK OTPAKAIONININ
HUCTOPUUYECKU BO3HUKIIYIO CTEIIEHb 00IIel X0JI010CTOMKOCTH. Pe3yibraTel Ka-
HOHUYECKOTO aHAJIM3a TIOKA3a/Ii 3HAUNMble PA3InIust BIOJb 00X KaHOHWIYe-
CKMX TlepeMeHHbIX (puc. 36). I3MeHUYnBOCTD B/IOJIb TIEPBO OCH XapaKTepU3yeT
79.94% MEKIpYIIIOBBIX PA3IUIULL.
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Kanonnueckas nepemennas 2 (CV2) - 47.94%
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Kanonnueckast nepemensas 1 (CV1) - 52.04%

Puc. 35. PesyibraThl KAHOHUUECKOTO AHAIM3A TIABHBIX KOMIIOHEHT YacTOT BCTPEYAeMOCTH (he-
HOB HEMETPUYECKUX MPU3HAKOB YePera y THrPOMUIbHBIX, ME30- U KCePOMDUIBHBIX BUIOB IPhI-
3ynoB. Kcepobunbubie Buabt: 1 — Cricetulus migratorius, 2 — Mesocricetus auratus, 3 — Ellobius
talpinus, 4 — Lagurus lagurus, 5 — Lasiopodomys brandti, 6 — Microtus socialis; mezoduiibHbie:
7 — Cricetus cricetus, 8 — Lasiopodomys gregalis-1*,9 — Prometheomys schaposchnikovi, 10 —
Microtus carruthersi-1, 11 — Myopus schisticolor, 12 — Microtus transcaspicus-1, 13 — Microtus
majori, 14 — **Clethrionomys gapperi, 15 — Alticola macrotis-1, 16 — Clethrionomys rutilus-1,
17 — Alticola strelzowi, 18 — Microtus carruthersi-2, 19 — Alticola lemminus-1, 20 — Microtus
juldaschi, 21 — Dicrostonyx torquatus, 22 — Microtus ilaeus-1, 23 — Microtus pennsylvanicus,
24 — Chionomys gud, 25 — Alticola argentatus, 26 — Microtus aroalis, 27 — Microtus rossia-
meridionalis, 28 — Lasiopodomys gregalis-2, 29 — Microtus ilaeus-2, 30 — Alticola lemminus-2,
31 — Alticola fetisovi, 32 — Craseomys rufocanus, 33 — Chionomys roberti, 34 — Clethriono-
mys glareolus, 35 — Clethrionomys rutilus-2, 36 — Lemmus lemmus, 37 — Agricola agrestis, 38
— Microtus transcaspicus-2, 39 — Alticola macrotis-2; rurpopunbhbie: 40 — Alexandromys
middendorffi, 41-43 — Alexandromys oeconomus, 44 — Alexandromys maximowiczii, 45 —
Ondatra zibethicus, 46 — Arvicola amphibius (* — undpamu B KoHile GUHAPHOIO JATUHCKOTO
Ha3BaHUsl TAKCOHA 0O03HAYEHBI BHYTPUBHIOBbIE (HOPMBI; ** — B HACTOAIIEE BPEMs POLOBOE
HasBanue Clethrionomys nipejiaraior sameHnTb Ha Myodes, cm. JIncosekuii u ip., 2019).

BuHo, 4To TpyIIbl, 06BEANHSIONNE TAKCOHBI Pa3HBIX «IIIMPOTHBIX PaH-
rOB», (DOPMUPYIOT BIOJIb HTON OCU OTUETIUBBIN HKOJTOTUIECKUH PSIJI TI0 «XOJI0-
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Kanonnueckas nepemennas 2 (CV2)

0.64
0.48
0.32
0.16 4
0.00
-0.16 -
-0.32 4

-0.48 4

-0.64 4

-0.48 -036 -024 -0.12 0.00 0.12 0.24 0.36 0.48
Kanonunueckas nepemennas 1 (CV

Puc. 36. Pe3ysibrarthl KaHOHUYECKOTO aHATM3A IJIABHBIX KOMIIOHEHT YaCTOT BCTPEYAEMOCTU
(henoB HemeTpHUYecKNX MPU3HAKOB Yepena y BHIOB T'PLI3YHOB I0KHBIX (1), ymepeHHBIX (2)
u ceBepHbIX (3) mupor. 1-46 — HOMepa TakcOHOB (COOTBETCTBYIOT TAKOBBIM Ha puc. 35)

nocToitkocT» BU0B. B o6mactu orpunarensibix snauenuii CVA1 pacnososxkena
IPyIIIa CEBEPHBIX BUJIOB, Jajleeé — BUIOB YMEPEHHbIX IUPOT, a B 00JIacTH Hau-
GOMBIIUX MOJOKUTEIBHBIX 3HAYEHUIH — I0KHBIX BHAOB. Bosib BTOPOW och
(CVA2) mexrpyrmmosas auctepcrst coorTBercTBenHo coctasuia 20.06%. B arom
HaTIPaBJICHUHU MPOSIBUIIOCHh HEKOTOPOE CBOeoOpasne BUI0B YMEPEHHBIX MIMPOT B
OTHOIIIEHUU CEBEPHBIX BUOB. [IprMeuaTesbHO, YTO OpAIMHATA CEBEPHOTO MO/~
BU/1a y3KoueperHoi nmoseBku (Ne 28 Ha prucyHKe), HECMOTPSI Ha €ro JIJINTETbHOE
U30JIMPOBaHHOE OOWUTaHUE Ha ceBepe, MO-BUIMMOMY, C MMO3/HETO ILIeHCTOIeHA
(Daneena, Cmuprnos, 2008), TsAroTeeT K rpyie TAKCOHOB YMEPEHHBIX MIUPOT,
npubJIsKasch K opauHaTe HoMuHaTHBHOTO TozBuAa (Ne 8). /lannoe o6CTOSI-
TEJTbCTBO KOCBEHHO YKa3bIBAET HA HE3aBEPIIEHHOCTD aalITUBHON TeHETUIECKON
U 9IUTEHETUYECKOH MePECTPONKY JIaHHOW (hDOPMbBI 1 COXPAHEHWE Y HEe YePT 10XK-
HOW (HOPMBI U, CJIeI0BATETHHO, BO3MOKHOCTD OTHECEHHUsI CEBEPHOTO TIOABH/IA
ellle K TaKCOHAM YMEPEHHbIX, & He BBICOKUX HIUPOT.
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Pe3ybraThl IByX 9TUX CPAaBHEHUI TTOKA3bIBAIOT, UTO Y BUOB, OTHOCSIINX-
¢S K Pa3HbIM HA/IBUIOBBIM TaKCOHAM, HO UMEIONUX CXOHYIO CIIEINATU3AIINI0
B OTHOIIEHUH BOJHOTO WJIH OKOJIOBOAHOTO 0Opasa KU3HU WUJIH TPYIITHPYEMbBIX
[0 PAHTY XOJIOJOCTOMKOCTH, HAOIIOMAIOTCS CXOHBIE MATTEPHBI YacTOT (hEHOB,
KOTOPBIE OTPAXKAIOT OJ[HOHAIIPABJICHHbIC A/IAIITUBHbIC U TTapasyiesbHblie (heHore-
HeTHYECKIe TTPeoOPa30BaHIs TAKCOHOB. B HACTOSIIMIT MOMEHT TPY/IHO HOHSITh,
4eM KOHKPETHO 0OYCJIOBIEHO TAKOE CXOJICTBO MATTEPHA YacTOT (DeHOB ATUX BU-
JIOB TIOJIEBOK, O/THAKO caM (DaKT TAKOW arperaiyy yKa3blBaeT Ha ee Hecaydaii-
HBII1, BO3BMOKHO, (DYHITMOHANBHBIA XapakTep U MOKET ObITh UCTOJKOBAH Kak
CXO[IHAS NEPECTPOIKA AMUTEHETUYECKON CUCTEMbI B KasKJOM 9KOJOTHYECKOM
psily BUJIOB.

YeranossieHo takke (Bacuibes u ap., 20176), uto crenuanusaims K rop-
HBIM YCJIOBUSAM OOUTAHUS Y Pa3HbIX BUIOB TPHI3YHOB TaKiKe CBsI3aHa ¢ (hOPMH-
poOBaHUEM CXOJHOIO OJHOHAIIPABJIEHHOI'O MaTTepHa 4acToT (PeHOB HEKOTOPLIX
MTPUBHAKOB, KOTOPHIN MOKHO PAaCCMaTPUBAaTh KaK OTPAKEHIE A TUBHON TIPH-
PO/IBI AMUTEHETUYECKON TUBEPreHIINI TOPHBIX (POPM U MPOSIBJIECHUH BBICOTHON
(271€BAIIMOHHO ) MEKXTPYTITIOBON N3MEHUMBOCTH.

IIpu paccMOTpeHUN M3MEHYUBOCTH TPOsBIeHUS (eHOB y 46 TaKCOHOB
cemeiicrBa Cricetidae mg ykasaHHBIX BbIIIE PSAZOB C PA3HON 9KOJOIMYECKOI
crienain3anyeil BbISBUJIUCH TIapaJieJibHble W, MO-BUIUMOMY, aJalTHBHBIE
M3MEHEHUS 4YacTOT (PEeHOB W WX WHAMBUAYATBHBIX KOMIIO3UINN (cOUYeTaHUN
(beHoB), BbI3BAHHbBIE CXOAHBIMU OHOHAIPABJIEHHBIMU TI€PECTPOMKAMM aHIle-
CTPAJIbHOW 3TUTECHETUYECKON CUCTEeMBbl, XapaKTepHOW [Jis Tpe/CcTaBUTesNeH
xoMsaKoBbIX (Bacunbes u zap., 20106). MoKHO Ipeanoaratb, 4TO 9TH Mapaji-
JieJIbHbIE MUKPO- W MaKPO3BOJIIOIMOHHbIEC U3BMEHEHUS B MPOSBICHUN TTATTEPHA
TOMOJIOTUYHBIX (DEHOB CBSI3aHBI € MUTEHETUYECKU OOYCJIOBIEHHBIM U TPAHC-
JUPYIOMIMMCA B PAAY (pUIeTHdecKux JUHUH TPAaH3UTUBHBIM ITOJTUMOPHOU3MOM
(tepmun nipesoxken C.B. MeiieHoMm) Kak GakTOpOM, OrpaHUYNBAIONAM U Ha-
IPABJIAIONIUM JaJIbHEHIIYIO MOPGhOIOTHYECKYIO 9BOJIOIUIO Ha YPOBHE BUIOB U
HaJIBUZIOBLIX TAKCOHOB. CXOIHbIE HKOJOTHYECKIE TPeHOBAHUST CPEIBI TTPUBOISIT
K 9BOJIIOIIMOHHOMY (hOPMUPOBAHUIO aprUCcTOreHeTHUeCKUX (B cMbiciie OcOopHa)
CTPYKTYPHBIX TIEPECTPOEK MCXOIHO TOMOJOTUIHBIX MOP(MOTOrMUECKUX MTPU3HA-
KOB, UTO MOJKET BBI3bIBATh MACCOBOE TOSIBIEHNE TOMOIIJIA3HIA, T. €. TTapaJiiesib-
HYIO ¥ OTYACTH HAIPABICHHYIO ME30- ¥ MaKPOIBOJIOINIO OJIM3KUX TAKCOHOB
TIPY X OJIMHAKOBOW 9KOJIOTHIECKOH CIIeINayn3aIni.

Takum 06pasoM, HApsiy ¢ MUKPOSBOIOIMOHHBIMU U MaKPOIBOJIOIHOH-
HBIMM TPOIECCAMU MOKHO YETKO BBISSBUTH U MOCJECACTBUS ME303BOJIOINOH-
HBIX TIPOIECCOB, 0A3UPYIOIINXCS HA MapaJIeIi3Me 9BOTOIMOHHBIX U3MEHEHU T
MOPGhOCTPYKTYpP (HarpuMep, 3a CYeT TPAH3UTUBHOTO MOJUMOPGU3Ma «MepIia-
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torux» (flickering) HemeTpryecknx MOPOTOBBIX MPU3HAKOB) Y OJIM3KUX TAKCO-
HOB B CXOJIHBIX 9KOJIOTHYECKUX YCTOBUAX. Ecsin paccMaTpuBaTh PoJib 9KOHOB
B MUKPOIBOJOINUOHHBIX TIEPECTPOIMKAX TTOMYJIAIMH U IEHOTOMYJISAIINI, TO OHA
TJIABHBIM 00PA30M CBENETCS] K M3MEHEHUIO BBIIOJIHEHUS CTPYKTYPHO-(DYHKIIH-
OHAJIBHOI POJIM JAHHOW TPYIIILI 0COOEH 1O MOAAEPKAHUIO YCTONYMBOCTH MX
MOMYJIAIMOHHON IPYNTITUPOBKI B UBMEHATONUXCA YCA0BUAX. KaxK1bIil 9KOH BbI-
HOJIHSIET B MOMYJISIIIUE OTIPEIETIEHHY O POJIb 10 0OECTIEYEHUTO €€ CYIECTBOBAHIISI
1 GyHKIHOHUPOBaHUsA. V3MeHeHns, IPOUCXOAIIE B 9KOHAX TP MUKPOIBO-
JIOIMOHHBIX IIePeCTPONKaX B IEHOOIIYJISAIUN U/ NI TOILYJISIUH, MOTYT B I1€p-
BYIO Ouepe/lb 3aTparuBarh MpoTeKaHue Ux MopgoreHesa, BKJIOUAd U3MEHEHU
pasmepoB, OPMbI U CTPYKTYPbI MEPOHOB (MOPGMOCTPYKTYP) B JIAHHOI TPYTITIE.

Nsmenenne mopdorenesa B IepBYIO OuYepe/lb BbI3bIBAETCH H3MEHEHHEM
TPAIUIIHOHHBIX «HOPMAJIBHBIX> YCIOBUN OGUTAHNS, BKIIOYAsT U3MEHEHUE KJIH-
MaTOTeHHBIX, TPOUUECKUX U TOTMYecKuX GakTopoB (pecypcos). B nocieanem
cydae K TOMUYeCKUM (haKkTopaM cJegyeT OTHECTH CBOMCTBA U Pa3MepPbl TPAJIH-
[IMOHHO MIPUTOHBIX JIJIst 0OUTaHusE Bia MecT (GHOTOIIOR), a TaKKe pasHooOpa-
3ue Mukpobuoronos (Mukpocpen) — microhabitats (Ricklefs, 2010).

[Tocsie pupoHBIX KaTtacTpoUUECKUX BO3JEHCTBUH (3acyxa, HaBOIHE-
HUe, TIOXKap, yparaH, BETPOBaJ, 3eMJIeTpsiCeHUe, BYJKAaHUYECKUE TPOIECChl 1
[IPOY.) MOKET UCUE3HYTh 3HAUUTEIbHASI YaCTh PUTOHBIX [Jist OOUTAHUST BUJA
OGUOTOIIOB, & HA WX MECTE MOSIBSITCS HEMPUTOHBIE JIJIS JKU3HU YUaCTKI. B aToM
caydae y IpeicTaBuTes el TAaHHOTO BUJA CYNIECTBYET IISITh OCHOBHBIX CIIEHA-
pueB pearnpoBanugd: 1 — HUYETO HE UBMEHATDH, MPOJOJIKATH HEKOTOPOE BPeMs
JKUTh B U3MEHUBIIENCS HeOJIaronpusTHOI Cpejie, UCIBIThIBasE CUJIbHbII CTpecc,
Y TIOCTENEHHO BBIMEPETDb; 2 — YIUTH Ha MOUCK HOBBIX IIPUTOIHBIX TEPPUTOPUIL;
3 — CHU3UB YUCJIEHHOCTD, 3aHATH 1 UCII0JIb30BATh 110 MEPe BO3MOKHOCTH OCTAB-
mecd IMPUTOIHbIe yY4acTKU (MUKpopedyTrun); 4 — OCBOUTD 32 CUET U3MEHEHUS
[I0Be/leHUs1 HOBble paHee HEJAOCTYIIHbIe PECYPChl, HO UCIIBITbIBATL CTPECC U CY-
MMECTBOBATh B HEOIATOTIPUATHBIX YCJIOBUSIX, 5 — MEPECTPOUTH MOpPhOTreHes B
HaIIpaBJIeHUH, 1103BOJIAIONIEM chopMUPOBaTh MOPGOCTPYKTYPDL, Jaloliue BO3-
MOKHOCTb HCITOJIb30BaTh WHBIE MPUPOJIHbIE PECYPCHI, HANPUMEP YAJUHUTDH
KJIIOB, YBEJTUYUTD Pa3Mephl TeJia, U3MEHUTh MPOMOPIIUN TeJia W MPOY., YTO TO-
3BOJIUT CHU3UTH CTPECC U JIEKBATHO MPUCIOCOOUTHCS K HOBOU Cpejie.

IKOH KOHKPETHOTO BHU/Ia MOKET Ha MEPBOM 3Talle TIPU XPOHUIECKOM KJIU-
MATOT€HHOM IIpollecce, Halpumep OO0IeM TOTEIIEHUN KJINMaTa, U3MEHWUTh
Mopdoreres Oarogapsi UCTOPUUYECKU CJIOKUBIIEMYCST MyJy MOAM(DUKAIUN
(«u3BIIE€YDb» B IIPOIECCE PA3BUTHSL Y GOJIBITHHCTBA 0cOOEi HeOOXOAUMBbII B JIaH-
HBIX YCJIOBUSAX BapuaHT Mmoaudukarmu). [lo mepe panpHeinero n3aMeHeHUs
KJIMMAaTa Ha OCHOBE JIAHHON MOAMU(DUKAIINE TIPU TBOPUYECKOU TTO/ZIEPKKe 0TOOpa
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GyIeT mocTenenHo (HOPMUPOBATHCS TTOCTEOBATENHHAST CEPHST TPOMEKYTOTHBIX
BapHaHTOB MoanbuKanmii Mopdorenesa, KOTOpbie OYAYT MAPAMETPU30BATHCS
CcTpecc-UHIYIIMPOBAHHBIMU SMUTEHETUYECKUMHU TiepecTpoiikaMu. B onpenesnen-
HBIII MOMEHT TIPY JJIUTETLHOM HAIPABJICHHOM MU3MEHEHUU CPE/ibl HOpMabHAs
PEryJISIiiust PA3BUTHSI MOKET OBbITH CYIIECTBEHHO HAapyIieHa (MCUYEpPIaoTes BCe
OCHOBHbIE CyOKPEOJIbI), U B OTBET HA 3TO PE3KO BO3PACTET XaOTHUECKUN MOUCK
OpraHu3MaMHu TIOAXO/SIIEr0 MYTH PA3BUTHS, YTO IIPUBEIET K MHOKECTBEHHBIM
abGeppartrusiv, Mopdo3aM 1 KPYITHBIM YPOJCTBaM. BIIOJIHE BEPOSITHO, 4TO T€ MU
uHble abeppaHTHBIE MY TH PA3BUTHS OKAKYTCst oJiee aIeKBaTHBIMU K HOBOI Cpe-
Jie W TIpH cofieiicTBIM 0TOOPA MTPOU30M/IET TIPOIECC M3MEHEHUST TIPEKHEN HOP-
MbI Pa3BUTHS U CUHTE3WPOBAHMS («HAKATBIBAaHUS» ) HOBOW HOPMBI (puc. 37) 1o
kiroueBoit mogienn M.A. IIumkuna (1988) B pamkax Teopun anureHeTHIeCcKoi

apoutortnu (ITI).

— Kpeon
--- Cy6Kkpeospl DBOMIOLMOHHAS edopMariys
SMUT€HETUYECKONW CUCTEMBI
N1 » N2
Ucxonnas Hosas
"HopMma" "HopMma"

Puc. 37. 9Bomonnonnas nepecTpoiika slureHeTHUeCcKoi peryIssTopHoll cucteMbl Mopdorene-
3a (1o MLA. Illumkuny, 1988 ¢ nameHeHnsIMH 1 JIOTIOJIHEHUSIMHI ).

B coorsercrsun ¢ konnennueit MLA. IInnknna HeoOpaTuMOCTD SIIUT€HEeTH-
YeCKMX M3MEHEeHUH OyaeT 00yCIOBIeHa TeM, YTO MPpeodpazoBaHue KOHKPETHOTO
[yTH — TPAEKTOPUY PasBUTHsI (B HALlIEM MOHUMaHUU — CyOKpeo/ia) — Hen3OeKHO
MOBJIMSIET HA IpyTHE My TH (IechOPMHUPYET UX B TON UM MHO CTETIEHN ), 9TO He TO-
3BOJIUT B JIATTBHENIIIEM B TOYHOCTH BEPHYTHCS K UCXOHOMY COCTOSTHUIO SITUTEHE-
TruecKoi cucteMbl. [loaToMy anureHeTHYECKME TIEPECTPONKHU B AaTbHEHIIIEM HE
CMOTYT CTaTh IOJHOCTHIO 0OPATUMBIMK U3-32 MHOKECTBEHHOCTH IIPOU3OLIE/IIIX
B cucTeMe u3MeHeHui. Bo3BpaT BO3MOKEH JINIIb B IPUOIN3UTEILHOM BHI/E 1 OY-
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JIeT JIOCTUTATHCS HECKOJIBbKO WHBIMU Ty TsIMU. [oaToMy s TIoarao, 4To KOHKpeT-
HbIEe TIOTEHIUATBHO JIOCTYITHbIE MOAUMDUKAIIMN Pa3BUTHS, T.€. YK€ UMCIONTHeCs
B UX TIyJie, UCTOPUYECKH CJIOKUBIIEMCS y TIOMYJISTINN,/BU/IA, TIPU HACTYIIJICHUN
MTPOBOIUPYIONIUX WX IKOJOTUYECKUX YCIOBUI HE CMOTYT B TOYHOCTH BOCITPOU3-
BECTHCH B (heHOME, KaK 9TO OBLIO TP UX UCXO[HOM CTAHOBJIEHHUU. B 3TOM CMbIC-
Jie MOIU(DUKAIMOHHBIN OTBET MOKET OBITH TOJBKO TPUOJU3UTETLHBIM, OJHAKO
Gy/IeT crocobeH MPOSIBUTHCST He eIMHIYHO, @ MACCOBO Y MHOTHX HPE/ICTABUTEEH
JAHHOW TOMYJISIIUI,/BUJIA, YTO TO3BOJHUT 00ECTIEYUTD €70 OBICTPYIO CEJIEKTHBHYIO
IOBOJIKY» JI0 TPeOYeMOro aJlalTUBHOTO COCTOSIHUS, €CJIU 9TO U3MEHeHre OyeT
TOJIE3HBIM JIJISI TIOTYJISIIIAK U TIOXBAYEHO OTOOPOM.

Ecisu Boc11o1630BaThCA IIPUBEACHHON Ha PUC. 37 MOJEJIBIO 9BOJIOIMOHHON
HEPECTPONKU SIMUTEHETUYECKON CUCTEMBI 110 OTHOIIEHUIO K 9KOHY, MOXKHO 3a-
KJIOYUTH, YTO MUKPOIBOJIONMOHHBIH TPOIECC TIPY U3MEHEHUH YCIOBUN 06M-
TaHUS TEHOTIOMYJISIINN MOKET 3aKTI0YaThCsT B OBICTPHIX M3MEHEHUSX CHCTEMBbI
PacCTaHOBKH AMUTEHETHUECKUX TTOPOTOB, PETYJIUPYIOMNUX MOP(OTEHES B TIEJIOM
U Pa3BUTHE OTAETHHBIX MOPPOCTPYKTYP. VIcXo/iHAS OCHOBHAS STTUTEHETHIECKAS
tpaekTopust — kpeo (o K.X. YoaauHrTony), obecreunBarolmii HopMaabHoe
nportekanue mMopdoreneza (N1), B gaHHON Mojenu MoOcCTerneHHO 4epe3 ¢azy
nectabusanuu (HEOMPEeeIEHHOCTH ) U3MEHSIETCST Ha JIPYTOil My Th Pa3sBUTHS
(N2). TIpumMeuareibHO, YTO 10 Mepe YKpelieHust («HaKaThIBaHMsI» OTOOPOM)
HOBOU PasBUTHUIHON HOPMBI BCSI CUCTEMa BO3MOKHBIX JIOTIOJTHUTEIbHBIX Bapy-
aHTOB pasBuThs (10 HAIIEH TEPMUHOJIOTHE CyOKPeosoB) aedopmupyercst (CM.
[MTunrkun, 1988, 2006), a cienoBaTebHO, IO CPABHEHUIO ¢ UCXOIHBIM BapuaH-
TOM DIUTEHETUYECKON CHUCTEMBI MOKET 00ecleduTh WHOW HabOp BEPOSATHDIX
Moanburaiuii. Bee cybKpeogsl peaninsyioTcss ¢ MEHbIIeld BePOATHOCTBIO, YeM
ocnoBHOI Kpeoj (Bacuibes, 2005).

Kaxmas TpaekTopus pa3BUTHA B KOHEYHOM UTOTE IPUBOIUT K OIIPe/IeIeHHO-
MY (DEHOTHITIYECKOMY COCTOSTHIIO — CepUH OIM3KUX 110 pazmepam, popme, CTPYK-
Type u pyHKIwsM henomos. Kak yke oTMedanroch MHOI pamee, Kakaast ocobb B
MAHHO MOTYJISITIHI MOJKET PEATH30BaTh TIOUYTH JIOGYIO TPAEKTOPHIO PA3BUTHS, HO
C OTIPE/IETIEHHON BEPOSITHOCTBHIO, 3aJTAHHON SITUTEHETUIECKUM JIAHTITAhTOM IOy -
JISIAN, DTATEHEeTHYeCKAN JTaHAIadT MOIMYJISIIUN Olpe/iesisieT OCHOBHON Habop
WHBAPUAHTHBIX TPAEKTOPUIT Pa3BUTHSL. B TO jke BpeMs MOTYT pean30BaThCs HOB-
MIECTBA U PEIKHE PA3IAIIS MEXKTY (PeHOMaMU B TIpe/iesiaX OJTHOTO U TOTO ke (heHO-
THIA, 00YCTOBJIEHHbBIE COMATUIECKUME 3((HEKTAME U CTPECC-UHYITUPOBAHHBIMU
AMUTEHETUYECKUMU TIEPECTPONKAMU CTPYKTYPBI TEHOMA, BIUAIONUME Ha MOP(hO-
reHes, a TAK)Ke JKECTKUMU MYTAllMOHHBIMU SIBJICHUSIM.

Heo6xoaumMo 0TMeTHUTD, 4TO (PeHOTUITMIECKU OTIPeIeIeHHbIE OTKIOHEHHS
abeppallii Pa3BUTHS B TIOMYJISIIUN — O0YCJIOBJIEHDI €/IMHON CHCTEMOI TIOTTYJIsi-
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[[HOHHOTO OHTOTeHe3a (CM. TiaBa 5). BOJIBITMHCTBO XapaKTepHBIX aOepPPaHTHBIX
(beHOTHUTIOB, paHee OTHOCUMBIX TeHETUKAMHU XX B. K KATETOPUH MYyTaIlHil U BOC-
MPOU3BOJISAIINXCS C ONPEAETEHHO, HO 0OBIYHO HEBBICOKOIT YaCTOTON BCTpeva-
€MOCTH Y TTOTOMKOB, HA CAMOM JieJie SBJSIOTCS TUIMTUYHBIMUA <«HOPMAJIbHBIMUS
abGepparsivu,  DakTudeckn 310 (GUHAIBHBIE (TEPMUHAIBHBIE) PE3YJIBTATHI
OTIPe/IeJIEeHHBIX OHTOTEHETUUYECKUX TPAEKTOPUI, PETYJISIPHO PEATTUIYIONIUXCS C
HU3KOI1 BepositHOCTHIO (eM. TTunkun, 1988, 2010). TTogobHbIe HaeHTHYHbBIE (e-
Hotunuyeckre 3 EKThI, KAK XOPOIIIO CTAJIO UBBECTHO, MTOCJIE IKCIIEPUMEHTAITb-
ubix padot P. Tonpammuara (Goldschmidt, 1938, 1940, 1955) u K. Yogaunrrona
(Waddington, 1942a, 1957a,b), MmoryT 6bITh 1 (DEHOKOIMAMM, U TEHOKOIMAMI,
a pa3BUTUITHBIE TIPOIECCH Y HUX TIPU 3TOM SIBJISIIOTCS BO MHOTOM CXO/IHBIMH U
UMEIOT 06IIY10 MOP(POreHETHYECKYIO OCHOBY.

MuKkpoaBoJTIOIIMOHHAS TTePeCcTPOiika Ha YPOBHE 9KOHA JIOJIZKHA 3aTPOHYTh He
TOJIBKO CaM 9KOH U IIEHOTIOMYJIAINIO, B KOTOPOU OH peajn3yeTcs, HO M BCIO T10-
yJIstinio (0GBIYHO CEPUIO TIEHOMOMYJISIIAI OHOTO BUa). PassutuiiHas cucremMa
MOIYJISIIIUK B UTOTE MUKPOIBOJIIOIIMOHHOI IiepecTpoiiku MopdoreHesa Oyaer co-
JIEPIKaTh MOTEHIUATBHYIO BO3BMOKHOCTD B YCTOBUSIX OIPEEIEHHOTO OUOIEHO3a,
T.€. B IIEHOMOIYJISIIAN, HACEJISIOIIEl KOHKPETHBII GHOTOII, Peain30BaTh B (hopme
orpe/iesieHHO maMeHurBocTY (B ornManuu Y. JlapBuHa) onpedeneniyro Mou-
(ukarmio kak heHoTUT UM HAGOP (PEHOTUTIOB, COOTBETCTBYIOMINX HOBOMY KOHY.
HecMmoTpst Ha TO, 4TO TIPEJCTABUTENN JAHHOTO SKOHA B TIEPBYIO OUepeib TPpHob-
PETYT HOBblE CBOICTBA B JIOKAJbHBIX OMOTOIMYECKHMX YCJIOBUSX, 9TU CBOMCTBA
(4epThl PeHOTHIIA) TOIBKO TOIA CTAHYT MUKPOSBOJIIOIIOHHBIM COOBITHEM, KOTA
UX CMOTYT IIPOU3BOJILHO BOCIIPOU3BO/IUTH B (DEHOME IIPU OTIPEIeIEHHBIX YCJIOBU-
X BCe 0COOM JaHHOM TIOIYJIAIMN ¢ BBICOKOI BEPOSATHOCTHIO. JIpyruMul cioBaMu,
[TOKA e/INHAsT STTUTEHeTUYECKasl CUCTEMA TIOMYJISIINY He BCTPOUT HOBYIO Moiudu-
Kaliio Pa3BUTUS B OOLIMI IIyJI MOTEHIUIIBHBIX MOANGMUKAIINI TaK, YTOObI JITO-
6ast 0coOb, OHTOreHe3 KOTOPOIi OCYLIECTBIISIETCS B JaHHOM GuolieHo3e (GUoTorne),
C BBICOKOI BEPOSITHOCTHIO PEaiM30Basia HOBYIO OCHOBHYIO TPAEKTOPUIO PA3BUTHS
(Kpeosr), MUKPOIBOJIIOIIMOHHBIN ITPOIIECC ellle He 3aBEPIIEeH.

IKOH, SIBJISISICh OJIHOBPEMEHHO IEHOTUYECKOW CTPYKTYPHO-(DYHKIIMOHAb-
vout emqunauIei (Ozepckuii, 2014) — 1€HO9KOHOM, KOHKPETHOTO JIOKAJIHHOTO
co001IeCTBa, 3aHUMAIOIIErO ONpeeeHHbIi Guororn ((haruio), IPsSAMO UK KOC-
BEHHO BOCIIPUHUMAET CO CTOPOHBI COOOIIECTBA PETYJISTOPHBIA CUTHAJ O HEOO-
XOJIUMOCTH TIEPEKJIOUEHISI Ha UCTIONb30BaHUE TOTO WJIH WHOTO U30BITOUHOTO
i Hero pecypcea. Iloce ycnemHbix nepectTpoek Mopgorenesa u MoBeecHIS
(mocsieiHee BO3MOKHO Y KMBOTHBIX ), TIO3BOJIAIONINX YACTUYHO MCIOJIb30BATDH
HOBBI JIJIs1 EHOIOIYJISIUN PECYPC, IKOH TEM CAMbBIM <IIOCHLIAET> COOOIIECTBY
3a1pOC Ha MMOJIydYeHne 9KOJIOrMUeCKO JUIEH3UN — MTOTEHITUABLHOTO «IIPaBay B
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JaJIbHEHIIIeM BBIOJHIATH B COOOIIECTBE HOBYO (DYHKITHIO, pacimpus cBoio JH.
ITpuobpererHas TakuM 06pazoM HOBast Mo uKarust peHoMa OyeT MOCTeeH-
HO HAKAIJIMBATHCS B IIEHOTIOMYJISIIUSX, 3aHUMAIOIINX JaHHbI GroTor (obuTtaro-
[IUX B 9TOM THUIIe OUOIIEHO30B ), PACIIPOCTPAHSISICH B MOMYJISIINN KAaK MHBAPUAHT
BO3MOKHOCTHU TIEPEKIOYUTDH Pa3BUTHE Y JIIOOON ee 0coOU, OHTOTeHE3 KOTOPOH
[IPOTEKAET B KOHKPETHOM THIIE OrotieHo3a. Tlociie BcTpanBaHust 310t Mopdore-
HETHYECKOI TPAEKTOPUU B CUCTEMY <IIOMYJISIIIMOHHOTO oHTOreHe3a» (Bacuiibes,
2005, 2009) npu TBOPYECKOH ToAAEPAKKe 0TOOpa oHa (DUKCUPYETCs B MOAUDU-
KaIlMOHHOM ITyJI€ TTOTTYJISIIHH.

[Moo6HBIe MOPhOTEHETHYECKIE U3MEHEHUST MOTYT CPABHUTEIBHO GBICTPO
BO3HUKHYTB IIPH SITMTEHETHYECKON MTePecTPoiiKe 1 JaTbHENIEeM TpaHCTeHepa-
IIUOHHOM WX HacJeNoBaHUM. TakuM 1myTeM (TI0Ka TMITOTETHYECKIM) Ha OCHOBE
9KOHA MOTYT (hOPMHUPOBATHCST HOBbIE MOP(OTEHETHYECKHE OCOOEHHOCTH TOTTY-
JIAIUY B OTBET HA IEPBOHAYATBHBIN IeHOTHYeCKIi curHat. OKoHYaTesbHast
(ukcalus CTUMYJINPOBAHHBIX IEHO30M MOP(OTeHETHIECKIX M3MEHEHUIT B pas-
BUTHITHOW crcTeMe ocobell Bcell momysisiuu OyeT 03HadaTh OCYIIECTBICHIE
MUKPOIBOJIIOITMOHHBIX U3MEHEHUI — M3MEHEHWE OTHOIIEHUS TOMYJISIINN K HO-
BOMY Habopy cpenoBbix pecypcoB u yceiosuii (o C.C. Isapiry). OueBuIHO, 4TO
JTaHHast TIepecTPoiika MOPMOHUII HEU3OEKHO OTIPe/IeIeHHBIM 0OPa3OM PACIITH-
pUT U U3MEHUT (HYHAAMEHTAJIbHYIO U PEATM30BAHHYIO 9KOJOTHYECKUE HUIIN
Bcex ocobell momyJisaii. B ¢Bot0 ouepesib 3T0 MOKeT 00eCIeunTh U3MEHEH e
YHCJIEHHOCTH MPeoOPa30BaHHOI MOMYJSIMU U POJIH Buzia B coobuiectBe. I1o-
cJie/iHee IOTEHITUAIBHO CIOCOOHO TIPUBECTH K 930TEHETHYECKUM (B IOHUMAHN
B.B. Kepuxuna (2003)) dunorenorenernueckum naMenenusM. [lepecrpoiika
Mopdorenesa 1eHOMOYJISIIUYA OJIHOTO BU/IA MOKET 3aTeM CTUMYJNPOBATH OT-
BETHbIE UI3MEHEHW Y IPYroro (MU APYTHX ), T.€. UX B3BAUMHBIM MIKPOIBOJIIOIU-
OHHBIM ¥ OJTHOBPEMEHHO N HY3HBIM KOIBOJTIOINOHHBIM M3MEHEHUSIM.

OnucanHplil BbIllle THIIOTETUYECKUI CJIydail afanTUBHOTO HM3MEHEHUs
Mopdorenesa u/Uin MOBEJICHUS, IAIONIET0 B KauyecTBe 0coO0i MOMMpUKAIIN
MPEUMYTIECTBO 0COGSIM KOHKPETHOTO GHOTIEHO3a TI0 CPABHEHUIO C 0COOSIMMU, pas-
BUBABIIMMUCS B JIPYrOM THIIEe GHOIEHO3a, MOKET OKa3aThCs TPeajallTUBHBIM
[IPU OCBOEHUH MOIYJISAIIEN HHBIX YCIOBIIT OOUTaHUS BO BDEMEHU U/ WUJIH B TIPO-
cTpaHcTBe. B mapHeiineM B HOBBIX aHAJIOTMUHBIX YCJIOBUSX TaHHAS MO IKa-
AT MOYKET CTaTh OCHOBO JIJIS IAJIbHEHIINX aIalITUBHBIX MOP(OTEHETUIECKIX
mpeoOpa3oBanuii B OMPENeTEHHOM HAMPABIEHUH, TTAPAIETbHO KAHATM3UPYST
MUKPO3BOJIOITMOHHBIH MPOIECC M HAaYaJIbHBIE 3TAIBI (DUIOTICHOTEHE3a.

MUKPOSBOJIIOIMOHHBIE COOBITHSI MOTYT OCYIIECTBJISITHCS CPABHUTEIHHO
6bIcTpO B TeueHue HecKoubKux fgecsitueruit (Thompson, 1998; Bacuiibes u 1p.,
1999, 20166). Tem He MeHee GbICTPBIE MUKPOIBOJIIOIIUOHHBIE H3MEHEHUSI MOTYT
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MIPOUCXO/IUTD MTPW HAYATHHOM OCBOCHWY BUJIOM HOBBIX YCJIOBUI, KOT/IA TapreT-
HOE COO0IIECTBO, B KOTOPOE MPOHUKJIA (DOPIOCTHAS MOIYJISIHS, €Ille HE YCIIEI0
3aperyJiipoBaTh JUHAMUKY YUCJEHHOCTH BHU/IA U €r0 [IEHOTHYeCKoe (DYHKIINO-
HUpoBaHKe. B yC/IoBUIX KeCTKOI peryisinu ObiCTpbie U3MEHEHMs, BEPOSTHO,
HEBO3MOJKHDI WJIN 3aTpyAHEHDI. Hampusmep, Ipu OTCYTCTBUN PETYJISIIIAN CO CTO-
POHBI OMOTHYECKOrO COOOLIECTBA AOMECTUIIMPOBAHHBIE BUJIbI, KaK YK€ OTMe-
YaJ10Ch, MOTYT OBICTPO U3MEHATH CBOM MOP(ODU3NOIOIUIECKIE 0COOEHHOCTH
u (hOpMHUPOBATh MHOKECTBO MOPOJ, AMANa30H PasHOOOpasust KOTOPhIX MHOT/A
3HAYUTETHHO TTPEBOCXOUT TUATIA30H MEXBUIOBBIX U JIaAXKe MEXPOIOBBIX Pas-
muunii (Drake, Klingenberg, 2008, 2010; Young et al., 2017).

[Tomo6HbIE OBICTPbIE MUKPOIBOJIIOLUOHHbBIE U3MEHEHHUS [IPOUBOILIH ¢ (POp-
HOCTHBIME TIOMYJISIIIUAMEI OHIATPbI TIPK €€ MHTPOAYKIMK Ha TEPPUTOPUU ObIB-
mmrero CCCP B 30-60-¢ rogpr XX B. (Cmupnos, [Isapir, 1959; Bacuibes u ap.,
1999, 20166). OrpomHas nepBoHayaJbHAs YUCAEHHOCTH OHAATPHI Ha IIEPBOM
aTarie MHTPOAYKIINU CMEHUJIACHh ee PE3KUM TTOBCEMECTHBIM CHUKEHUEM W yCHU-
JICHUEM PEryJIsiiiii cO CTOPOHBI aDOPUTEHHBIX co00tiecTB. CHUKEHIE YNCTEH-
HOCTH HE CBSI3aHO C BBICOKOM IEPBOHAYANBLHON JOObIUEH OHIATPHI YEJIOBEKOM.
Buj ocBOMIIM Kak HOBBII pecypce IJIaBHBIM 00pa3oM MeCTHbIe 00JIe3HETBOPHBIE
MUKPOOPraHU3MbI, IIapa3UTapHble KUBOTHBIE, IATOI€HHbIE TPUObI 1 XUIIHUKH,
a TakKyKe OT/IeJIbHbIE TTPECTABUTENH JOKATbHBIX OUOIEHO30B. Birarogaps atomy
YUCJEHHOCTh BUJIA HA OTPOMHBIX TEPPUTOPHUSIX UEPe3 /[BA JIECSATUIETHST 3ape-
TyJUPOBAach HA OTHOCUTENHLHO HU3KOM ypoBHe. [Ipu 3TOM, Kak y:Ke oTMeda-
JIOCh paHee, 3HAUNTEThHBIE MOP(MOTOTHUECKIE PA3INIUST MEKIY CEBEPHBIMU 1
I0KHBIMU TIOTTYJISIITASIMUA OH/IATPHI BO3HUKJIN Yepe3 OHO-/[BA TIECSTUIETHS, a 32
MTOJTYBEKOBOM TIEPUO/I BPEMEHH, TIPOIIE/IIINI TTOCTe NHTPOAYKITHH, TTPOU3OIILIN
napaiieibHble U OJHOHAIpaBjeHHbie MOPGHODYHKIIMOHATbHbIE U3MEHEHUST U
y I05KHBIX, 1 Y CeBEPHBIX oHgaTp (cM. puc. 5). Ecim 1nepsbie usmMeHenus ObLim
CBsI3aHbl, CKOPEe BCEro, ¢ MOAM(MUKAIIMOHHBIMU TIepecTpoiikaMu Mopdorenesa B
YCJIOBUAX I0/KHOTO U CEBEPHOIO PernoHoB 3anaaHoil Cubupu u ux gajabHeinen
HOArOHKOI 1 (pUKcalueil, B TOM 4icjie 3a cueT 0TO0pa, TO BTOPbIe YKa3bIBAIOT,
KaK OTMEYaJIOCh B TJIaBe 2, Ha TIOCTENEHHOE BCTPaBaHUE BUIA B HOBYIO JIJISI HETO
[EHOTHYECKY0 OOCTAHOBKY M COTIPOBOKIAIOTCS TAPAJLIETIbHBIMI MHKPOIBOJIIO-
IIMOHHBIMU U3MeHeHUsIMU MOpGoTeHe3a.

CireoBaTeIbHO, OTHU U T€ JK€ 9KOHBI B IIEHOTIOYISAIINSIX OHAATPBI Ha CeBEpPe
U foT€ Ha MEPBOM 3Tare WHTPOAYKIUH TIPU 0CJIA0JEHHOM KOHTPOJIE CO CTOPOHBI
MECTHBIX COOOLIECTB [IOYTH OJHOBPEMEHHO IIPUOOpes pastHbie MOP(OreHeTH-
yecKue 0COOEHHOCTH, BJAUSIONINE HA CTPOEHIE HUMKHEN Y4eJI0CTH U U3MEHUBIIIKE
(dyHKIMOHAJIbHbIE TPODUIECKHE BO3MOKHOCTH JKMBOTHBIX IIPU HEPBUYHOI 06-
paboTke KOPMOBBIX 00bekToB. DakTHYECKK MTPOM3ONLIO0 pa3HOHAIIPABIEHHOE
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ObICTPOE M3MEHEHHE MOP(OHHUIIL B OKHBIX 1 CEBEPHBIX MOMYJISIIIX Ha OCHOBE
WMEBIIETOCS B «UCTOPUYECKON MaMATH» BUA TTyJia MOTEHITUATBHBIX MOIU(DU-
KaIil. ITU UBMEHEHUS OTPAKAJIN TIOIYISIIUOHHBIN aClIeKT M3MEHEHUS 9KOHOB
B UX TOVMEHHBIX MHTPA30HAJIBHBIX IPYNITHPOBKaX. /laqbHeNITNN MHOTOIeTHNN
[IPOIIECC TIAPAJLIEIbHBIX U3MEHEH T MaHIMOYJI Ha CEBEPE U 10Te Y/KE OTPaskaeT
[EHOTUYECKHIT aCIEKT MOP(MOIOrmIecKoro mpeobpasoBanust 5KOHOB. Peub uaer
0 TOM, YTO CHAYAJIa TIPOUBOIILIH TIOMYJISIIIHOHHbBIE, & 3aTeM U [IeHOTUYECKU 3Ha-
YIMble MUKPOIBOJIIOIMOHHbIE U3MEHeHUsT MOpdoreHesa.

[Tpu nanpHeiimeil guBepcuUKAIMT BUAA HA IOT€ W ceBepe U BhIpaboTKe
HEeoOPAaTUMBIX MOP(OreHETUYECKUX U3MEHEHHIA, T.€. TAKUX, KOTOPbhIE TIOTEHI[U-
ABHO CTIIOCOOHBI 06ECTICUNTD Pa3Hy0 MOP(POTEHETHYECKYIO PEAKIUIO Y MPE/-
CTaBUTEJEN CEBEPHBIX M IOJKHBIX 3BEPPKOB HAa OJIMHAKOBBIE YCIIOBUSI PA3BUTHS,
MOJKHO GYJIeT TOBOPHUTH 0 hopMuUpoBaHNH Ar(hepeHIINPOBAHHBIX Teorpadude-
CKUX TIOMYJISIIIAN WIH TOABUIOB. ITO MOKHO OYIET TeCTHPOBATH B CIydYae UX,
HaIpUMeD, MapajieIbHOTO JabOPaTOPHOTO BHIPAIUBAHUS B CXOJHBIX YCIOBHIX
BuBapus. PazHbie MopdoreHeTndecKe peakiuy Ha OJHU U Te jKe YCIOBUS CO-
JIepKaHUS YKaKyT Ha 9TO.

[To muenuto C.C. IIsapia (1969, 1973, 1980), npeacTButesin pa3HbixX MO/~
BUJIOB O0OBIYHO PasIMUaOTCss HEOOPATUMBIMU MOPGhO(DUHOTOTHIECKUME 0CO-
GEHHOCTSIME, B TOM 4UCJie 0OCOOEHHOCTSIMU MPOTeKaHust Mopdoreresa. B atoit
cBsi3U OH KpuTukoBas ussectHbiil ahopusm D.T. To6pskanckoro (Dobzhansky,
1954) 0 TOM, 4TO B OTJIHYHE OT MAKPOIBOJIOIMH ITPOIECC MUKPOIBOIOIIY 00pa-
M, Tipesickazyem u osropsiem. C.C. IIIBapit He ObIJI corsIaceH ¢ TeM, uTo Ji0boe
U3MeHeHre TeHETUYECKON CTPYKTYPhI OIS — MUKPOIBOJIOIS, U, [JIaB-
HOE, OH I0JIATaJl, YTO MUKPOIBOJIOIHOHHDIE TPe0OPA30OBAHUS TOKE MPUHITH-
nMaIbHO HeoOpaTuMbl. [IpU MUKPOIBOJIONUE TIPOUCXOJAUT U3MEHEHHE HOPMBI
peakiny BUIa HA U3MEHEHNEe YCJIOBUI CPEJIbl, T.e. U3MEHIETCST XapaKTep CBI3U
opranuama co cpezoii (I1Isapir, 1969). [1pu aTom on noguepkuyr: «Mukposso-
JIOIIMOHHBIH TPOIECC HAYNHAETCS ¢ BOSHUKHOBEHUS IKOJOTHYECKH HeoOpa-
TUMBIX TIPE0OPa3OBaHmil MOMYJIAINI, 3aKaHYNBaETCS BUA00GpasoBaHmeM» (C.
129). Takas O3UIMS 110 OTHOLIEHUIO K MUKPOIBOIIOIUU U BUA000PA30BAHUIO
SIBJISIETCSI TUTIMYHOM 71T MHOTHX aBosorionnctoB (Maiip,1968; Tumodees-
Pecoscknit u np., 1973, 1977; Nopnauckuii, 2001), B otamame ot maeHNs B.U.
Haszaposa (2005), koTopblil cuntal, 4T0 «BUA000pa3oBaHue — HaYaJlbHbIN aTall
U OCHOBHas eIMHUIA MaKkpoaBosonun» (c. 133), onupasich Ha caTbTaIlMOHHBIE
[IPEJICTABJIEHUS IPU 00CYKACHUN BUOOOPA30BAHUS KAK HBOJIIOIIMOHHOTO SIBJIe-
nus. $1 He TosIbKO He pasiessio B3rsabl B.M. Hazaposa Ha npornecc Bugoo06pa-
30BAHUST U MAKPO3BOJIOIIH, HO U CYMTAIO, YTO OHU OIIUOOUHBI U KATETOPUYHBI
6e3 BCAKKMX HA TO OCHOBaHMIA
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ITo muennio C.C. IIIsapua (1969), BUA006pa30OBaHUIO [OJKHO IIPeE-
nrecTBOBaTh (hOPMUPOBAHME MPEATANTAINN K HOBBIM ycJIoBUSM cpenbl. [Tox
MIPUKPBITUEM TIPEAANTAIINY HOBBIN BUJI CMOKET HAKAIINBATD TKAHEBBIE TTPU-
criocobieHrst, KOTopble 3aTeM Kak Oosiee a((peKTUBHBIE 3aMEHSIT HEOOXO/U-
MOCTD MCITOJIb30BAHUS TIPSIMBIX MOP(HODU3NOTOTUIECKIX, MEHEE COBEPIITEHHBIX
npucnocobsenuii. Ou cunrai, uro «Korma nporpeccupyioiiee mpuciiocobienme
nudbepeHIInPOBAHHON TIOMYISIIUN TPUBOIUT K U3MEHEHUIO SHEPTETUKH OpTa-
HU3Ma — 9TO BJIedeT 3a 000l Bo3HUKHOBeHMe HOoBOro Buaa» (Tam xe, ¢.149). B
to sxe Bpemsi C.C. IlIBapir npuaep;KuBajIcst IPEJACTaBJIEHUN O TOM, YTO OCHOB-
HOH 11yTh BUI000Pa3oBaHust — reorpadUueckuii, a MEXaHU3M CHMIIATPUYECKO-
ro ¢popMo0oOpazoBaHusd OH He OcapuBaJl, HO CYMTal OTHOCHETJIbHO PeAKuM. B
KHUTE «IBOJIOIUOHHAS 9KOJIOTHS )KUBOTHBIX> OH TIPEJIOKIII TTOCJIE0BATEb-
HOCTb 9TaroB BUA000Pa30BaHKs, KOTOPbIe HAUMHAIOTCS C PA3BUTHUS TIOTYJISILIUN
B HOBOI CBOeOOpasHOil cpejle, 3aTeM CJEeAyeT BOSHUKHOBEHME HEeOOPaTUMbIX
MOPHODUZNOTOTHIECKIX 0OCOOEHHOCTEH, U3MEHSTIOIINX OTHOIIEHUE IOy JISTIIUT
K cpejie. 3aBepliaeT aToT MPOIECC Mporpeccupyroliee IpucrtocobaeHne, CBsi-
3aHHOE C PA3BUTHEM TKAHEBBIX aallTalliii, YTO W TPUBOAUT K OMOTOTHIECKON
M30JIAIUN HAa OCHOBE TKaHEBON HeCOBMeCTUMOCTH. 110 ero MHEHUIO, TIPU BUI00-
6pasoBaHUU PEPOLYKTUBHAS M30JISIIHSI HE IEPBUYHA,  BTOPHUYHA U Ha [IEPBOE
MECTO BBICTYTIAIOT AKOJIOTMYecKre (PaKTOPhI U MEXAHU3MBI.

C.C. IIBapit 6611 YOEKAEH B TOM, 4TO MAKPOIBOJIOIHSI TOKE OMPEIEISIET-
CST M PETYJINPYETCST 9KOJOTHIECKUMY TPUUUHAME, KaK U MUKPosBoJoist. OH
CUMTAJ TaKiKe, YTO IS TPOTUBOMIOCTABIEHUST MUKPO- U MAaKPO3BOJIOIMH HET
OCHOBaHUI, MOCKOJIBKY «IDBOJIOIUS — €IWHBIH MPOIECC MPOrPECCUPYIONIETO
OoCBOeHMsT opranu3mMamu apensl skusuny> (Tam ke, c. 168). [lanee on yrounu,
YTO <«IBOJMIOIUS — HTO ENUHBI IIPOLECC IIPOrPECCUBHOIO IIPUCIOCOOIEHMS
OPraHM3MOB K Cpe/le, 3aKJIOYAIONINIICSI B COBEPIIEHCTBOBAHUHU HCIIOJIb30Ba-
HUSI JKU3HEHHBIX PECYPCOB C HAUMEHBINUMU 3aTpaTaMy SHEPrUK U B TIPOTPeC-
cuBHON skcnancnu JKU3HM 10 TeppuTopun M akBatopuu 3emuus (Tam ke, c.
169). Tem cambIM peub uaeT 06 SBOJIOLUOHHON MEPEeCTPONKE HKOJOTMUECKUX
HUII, KOTOPbIE ABJISAIOTCSA aTpubyTaMu 0coOeH, IOy JISINI 1 BUIOB, a CJIeI0Ba-
TEJILHO, TIPE00PasyITCst U IIPU MUKPOIBOIOIIMOHHOM TIPOIIECCE, U P ME30- U
MaKPO2BOJIOITMOHHBIX N3MeHeHUAX. CyTecTBeHHOEe 3HAUeHUE TTPH ITOM UMETOT
Mop(doreHeTnYeCKe U3MEHEHUS U COOTBETCTBEHHO nuddepennuanus (pu
MUKPOIBOJIIONNN ) U IUBepPreHtius (Ipu MaKPOIBOJIIONIHT ) MOP(MOHHUIIL

Kak MHe mpejicTaBiisieTcst, 3T 00CTOSATEIBCTBA He UCKITIOYAI0T PA3HbIe Mac-
mTabbl BpeMEHU U 0COOble 9KOJIOTHUECKUE 3aKOHbBI TP OCYIIECTBIEHUH JBYX
ATUX HBOJIOIMOHHBIX MPOIECCOB — MUKPO- U MaKPOIBOJIOINH, KOTOPBIE BO
MHOI'OM JMKTYIOTCSI cOOOLIecTBaMK TIpU (OPMUPOBAHUU BHUJIOB M TAKCOLIEHOB,
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B CJIydYasix aJlaliTUBHON paauaiuu u aporexes3a. [loxoskue BBIBOIBI, XOTSI M Ha
OCHOBE HECKOJIBKO OTJIMYHBIX WCXOAHDLIX MPeCTaBIeHul, panee moaydun /l.
Ipsun (Erwin, 2000, 2010). CroskHOCTH TIPOGJIEMBI, KPOME CKa3aHHOTO BHIIIIE,
COCTOUT €llle U B TOM, YTO MUKPOIBOIIOIHOHHBIE TIPOIIECCHI B TIEPBYIO OYEPEH
3aTParuBatOT OBICTPBIE TOMYJISIIIUOHHbIE U3MEHEHUS] B UHIUBUYAJTbHOM Pas-
BUTUU KOHKPETHBIX BUJIOB, 2 Me€30- U MAKPOIBOJIOIUOHHBIE OCYIIECTBIISIOTCS
B IIPOIIECCE JIJTUTETbHBIX KOIBOJIOIUMOHHBIX B3AUMO/IENCTBUI MEK/Y BUIOBBIMU
KOMITOHEHTaMH.

O ToM, YTO HOBBII MOTEHIIMAIBHBIN BUJL OJKEH TOJTYUYUTh «IKOJIOTHYE-
CKYIO JIUTIEH3UIO» OT COOOIIECTBA HAa BO3MOXKHOCTD BUiooOpazosanus (JIepuen-
ko, 1993, 2004; CrapoboraTos, Jlepuenko, 1993), MbI y:Ke yIIOMUHAJIM PaHee B
riase 3. B 1o jke BpeMsi BOBHUKAET BOMPOC: KaK COOBIIECTBO OMPEIEISIET, KAKOMY
13 BO3MO’KHBIX ITPETEH/IEHTOB HA CTATyC HOBOTO BH/A HY’KHO BBIIATh 9KOJOTHU-
YecKyIo JUMeH3uio? Takux MPeTeHIeHTOB MOKET OBIThH HECKOJIBKO Ha 6Gase He-
CKOJIBKUX MOpP(d, a Tpu 0c060ii HEOOXOAUMOCTH COOOLIECTBO MOJKET BBIIATh U
HECKOJIBKO JIMTIEH3UT.

MozkeT Ji1 9KOH cTaTh OCHOBOI /7151 (hopMUpOBaHus HOBOTO Buia? Ha atot
BOTIPOC, HA MO B3IJISI, CYIIECTBYET MOJOKUTENbHBIN OTBET, O YeM CBUIETEND-
CTBYIOT PE3YJIBTATHI U3YUEHUST OBICTPOTO CUMITATPUIECKOTO GOPMOOOPA3OBAHIISI
(bJIOKOB KaproBbIX U IUXJIUI0BBIX pbid B Adpuranckux ozepax (Golubtsov,
Krysanov, 1993; Mina et al., 1996a,b, 1998; Sibbing, 1998; de Graaf et al., 2010;
Muna u zp., 2016). B crepyronieii riaBe Mbl TOCTapaeMcst Ha 3TOM TIOAPOOHO
OCTaHOBUTbHCS, A 371€Ch OCTATOUYHO MOKA TIOAYEPKHYTh, YTO OT/EbIble IKOhOP-
Mbl, HaripuMep IpeacraButesn ¢oka («iydyka» BunoB) Labeobarbus o3. Tana,
10 CBOEMY MTPOUCXOMKIEHIIO SIBJISTIOTCS] 9KOHAME — CHavaJsia 9KoMopdami, a 3a-
TeM 9KOBH/IAMH B IIPeJlesiaX OJ[HOTO BUjIa — HUJIBCKOTO ycaua Labeobarbus inter-
medius.

B pmamHOM ciryuae m3 pasHBIX 9KOHOB HUJIBCKOTO ycaya CHUMIIATPUYECKU
copmupoBasocs mogo6ue coobIecTBa, 0OHEMHAIONIETO ABA TAKCOTIEHA XUII-
HBIX PBIGOSITHBIX W HEPBIOOSIHBIX 9KOBUIOB. [109TOMY 9KOHBI MOTYT CTaTh OC-
HOBOW TSI OCYIIECTBJIEHUSI TaKsKe MaKPOBOJIOIMOHHBIX COOBITUI Ha Oase
MUKPOIBOJIIOIMOHHBIX MEXaHU3MOB BHYTPH I€HETUYeCKU eInHoro Buzaa. IIpo-
1IECCHI CUMTIATPUIECKON MIUKPOIBOJIOINN, 32TEM KOIBOJIIOIIUN 1 OTHOBPEMEHHO
MAaKPO3BOJIFOIIUH OCYIIECTBIISLINCH TOYTH MapaljieJbHO, IpHUeM 001Iast uX Ipo-
NIOJUKATENbHOCTH cocTaBmia Bcero 15 000—17 000 et (cm. mmke B Taase 11).
3a 9T0 BpeMs ellle He YCIeJaH HAKOTIUTHCS MEJIKIE OMMOKN 1 cO0M B HAYKJI€O-
TUAHBIX nocaegoBatenbHocTax JHK, 110 KoTopbiM 00BIYHO OLIEHUBAIOT MOJIE-
KyJISIpHbIE TUCTAHIIUN MeKIY ChOPMUPOBABIINMICS BUujiaMu, 1 (hOPMAIbHO BCe
9KOBUJIBI (BJIOKA OTHOCSITCS K ofHOMY TiperoBoMy By (de Graaf, 2010), co-
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CYIIECTBYIOIIEMY HAPSy C HUMU B HacTosIee BpeMs. [Ipu ectecTBeHHOM 1po-
necce ausepcuduray daoka Labeobarbus B 03. Tana munumym 3a 300—500
TBIC. MOCJIEAYOMIUX JIET MOTJIN OBl ¢(hOPMHUPOBATHCS TTOOOUST IBYX POJOB (BO3-
MOXKHO, TOAICEMEICTB) ycadeil, MepapXmiecKuil TaKCOHOMUUYECKUU YPOBEHD
KOTOPBIX y3K€ MOKHO ObLIO Obl IIOTBEPAUTH MOJIEKYISAPHO-TEHETHUECKIMU Me-
tomamu. CoOoTBeTCTBEHHO B 03. TaHa yepe3 yKazaHHBIH MTPOTSAKEHHBIH MEePHOJL
BpeMeHU MOIJIO Obl OBITH OOHAPYKEHO IIOJHOLEHHOE COOOLIECTBO XUIIHBIX U
HepBIOOAHBIX 26061006 ycadeil. I1ox 5BOBUAOM s IIOHUMAIO MOJHOLEHHBIA €
TOYKHU 3PEHUS DBOJIOIMOHHOM (DUITOTEHETUKY U TAKCOHOMUY BU/T, HAKOTTU BT
3a BPEMsI 9BOJIIOIMOHHOTO CTAHOBJIEHISI MHOKECTBO MEJIKIUX OIIMOOK 1 U3MeHe-
HUI B HYKJIEOTH/IHBIX TTocsiefioBaTestHOCTIX JIHK, mosBosigiommux «uamMepuThby
MOJIEKYJISIPHYIO JAMBEPreHIINI0, a TaKKe CBOHCTBO OUOJIOTMUYECKOI H30JSIUK
(HeCIoCOOHOCTh CKPEIIUBATHCS ¢ APYTUMHU Buzamu ). IIpumeuaresnbto, uto C.C.
[MIBapii, Kak yKe OTMEYAIoCh, CYMTal GUOJOTHYECKYIO U30JISIIUI0 BUAOB BTO-
PUYHOIA, 8 TIEPBUYHBIMU JIJIsT HETO OBIIN 9KOJTOTHYECKHE MEXaHU3MbI BUI000pa-
30BaHUS.

Ha ocHOBaHWU CKa3aHHOTO BBIIIE B CAMOM TIEPBOM TIPUOIMKEHU MOJK-
HO TIOJIaTaTh, YTO 9KOH, OYAydYH 3JIE€MEHTAPHON MOMYJISIIINOHHO-TIEHOTHYECKON
CTPYKTYPHO-(YHKIIMOHATIBHOWU TPYIIION B cocTaBe (POPIOCTHON 11€HOIOIYJIsI-
I, SIBJISIETCSI OCHOBHBIM JIPaiiBEPOM OBICTPHIX MUKPOIBOJIIOIINMOHHBIX M3MEHE-
Huii. B To ke Bpems naxke mpu OTCyTCTBUM 3(D(hEKTUBHON TTPOCTPAHCTBEHHON
M30JIALUY OH BIIOJIHE CIIOCOOEH 3aTeM CTaTh OCHOBOI (hOPMUPOBAHMS IKOMOP]
U B JIaJTbHENIIIEM 9KOBUJIOB, MOCKOJbKY OJIHOBPEMEHHO BBITIOJTHSIET TEHOTHYE-
ckue dyukiuu (saBisiercs enoskonom 1o [1.B. Ozepckomy) u perynupyercs
CYILECTBYIONM 1 (HOPMUPYIOLIMMCS CO00IIECTBOM. 1109TOMY OIHOBPEMEHHO ¢
MUKPOIBOJIOIUOHHBIMY U3MEHEHUSIMU HA YPOBHE TOIYJISIIUN U [IEHOIOITYJIs-
LK 9KOH, CTaBIIUI 9KoMOpGoii (M1 MOTeHIMAIbHO 61oMOPGHON — JKU3HEH-
HOU (hopMOiT), MOKET CTaTh B JIaJIbHENIIIEM U 3JIEMEHTOM ME309BOJIIOIIMOHHOTO
mpoitecca — TapaIJIe;TbHOTO CTAHOBJIEHWST BU/IOBBIX KOMIIOHEHTOB HE TOJIBKO
HAJIBUJIOBOTO TaKCOHA, HO W MAaKPOIBOJIOIIMOHHON MEPECTPONKN HAJABUIOBBIX
arperanuii BUJ0B — TaKCOIIEHOB Ha YPOBHE COOOIIECTBA.

IMosiBieHre HOBBIX OHOMOP®, CHOCOOHBIX OCBOUTH IPUHIUIHAIBHO HO-
BbIE JIJIT MCXOAHBIX OJIM3KUX BUOB M HAABUIOBBIX TAKCOHOB 9KOJOTHUECKHE
YCJIOBUST: TIEPeX0] OT Ha3eMHOH KU3HM K JPEBECHOM, Mocyeyoliee OCBOeHNe
MTACCUBHOTO TTAPSAIIETO, & 3aT€M M aKTUBHOTO TI0JIeTa B BO3/YIITHON cpefie, — BCe
3TO OCYIIECTBJSITIOCH TI0 JIMIEH3UH COOOIIECTBa, CHaYaia «0OelanHo», a 3a-
TEM U «BBIIAHHOI» MPe0OPa30BAaHHOMY SKOHY KOHKPETHOTO Bu/a. IIpu peskoM
M3MEHEHUU YCJIOBHIT 0OMTaHUs, TIPUBOIAIIEM K 00€HEHUIO BUAOBOIO COCTaBa
co0011eCTBa, Y BCEX OCTABIIMXCS BUIOB, C OJHOI CTOPOHBI, BOBHUKAET CTPECC, KO-
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TOPBIF UHYIIUPYET BCIIECK ATTUTEHETHUECKOM U COMPSKEHHON ¢ ATUM MOPGhO-
reHETHYECKOI UBMEHUMBOCTH, &, C IPYTOH, OcabIeH e PETYJISIII U KOHTPOJIS
CO CTOPOHBI COOOIIECTBA MO3BOJISIET OTOOPY TBOPYECKU OBICTPO «CUHTE3UPO-
BaTh» Ha OCHOBE BO3POCIIel OMOTONMUYECKON 1 XPOHOTPahUIeCKOil H3MEHIUBO-
CTH HOBbIEe 9KOMOPMBI C HHBIMU BO3MOKHOCTSIMU U3BJIEUEHIS PECYPCOB.

Mo muenwto J.JI. I'pomuuiikoro (2002): «IBoOMIONMMSA ONIOPTYHUCTHY-
HA: €CJIU TOIYJISINS CTAJKUBAETCS C HOBBIM PECYPCOM, KOTODPbIII OHA MOJKET
OCBOWTB, TO OHA OCBAMBAET HTOT PECYPC, OBICTPO AAANTUPYACH K HOJIee HKOHO-
MHUYHOMY €T0 TIOTPEOICHNIO U U3MEHSISICh TeM 3HAuUUTeIbHee, YeM HeoObIuHee
HOBast HUIIA. ... yCTast HUIIA, TIO0GHO BAKYYMY, BCACHIBAET 1 GBICTPO TIpeobpasyer
TakcoH.» (c. 124). §I cormacen ¢ aBTOPOM IIUTATHI BO BCEM, KDOME HAJINYUS «ITy-
croit Humm». EcThb, 6€3yCI0BHO, He yCTast HUIITA, 2 HEOCBOCHHbII BUIOM Pecype
(B 9TOM CMBICJIE OH TIOKAa HEOCTYTIEH, HO MOKET TIOTEHITHATBHO OBITH MCIIOIb-
30BaH BUJIOM) U B CJIydyae €ro JaJbHENIIer0 OCBOEHUS JeHCTBUTENBHO MOKET
YCKOPUTD HBOJIIOIUMOHHYIO TIEPeCTPOiKY TakcoHa. CHavasia Ha YPOBHE CIIEIH-
(buyecKux SKOHOB, HACEJSIONUX (DOPIOCTHBIN U3MEHEHHBIN OHOTOII, MOTYT IIPU
OTCYTCTBUM [IPYTUX BHUIOB-KOHKYPEHTOB (POPMUPOBATHCS KOMIIEHCATOPHBIE
(berotunmueckre a(hheKTh B COOTBETCTBUY € MIPUHITUTIOM Kommencaiuu 10.11.
Yeprosa (2005).

MbI HEOJTHOKPATHO OTMEYAJIM Ha ITPAKTHKE MOA00HbIE CUTYAIUN KOMIICH-
CaTOPHBIX M3MEHEeHUI MopdoreHesa, 0OECIETNBAIOIIINX BCEH IEHOTOIYISIIUN
Win OT/leJibHbIM ee Mopdam (d9koHaM) (hopMHUPOBaHUE M3MeHEeHHbIX MOPQO-
CTPYKTYP, TO3BOJISIONMX KOMIIEHCHPOBATH B COOOIIECTBE BPEMEHHOE OTCYT-
cTBUe OJIM3KKUX BUJIOB, BBIIOJIHSS 32 HUX omnpeesaentbie Gynknuu (Bacuibes
u ap., 20168, 2017, 2019, 20206). Takast BO3MOKHOCTb BPEMEHHOW KOMITEHCa-
M U 3aMEHbI OIHOTO BUa-GHOMHCTPYMEHTA IPYTUM UCTOPUUYECKH OTJIaKeHa
B COODIIECTBAX U «3aMPOTPAMMUPOBAHA» B MOJAUMDUKAIIMOHHOM TIyJie TIOTEHI[HI-
AJTBHBIX MOP(MOTreHeTHYEeCKUX TPAEKTOPHH MOyl HA (POHE MOCTOSHHBIX
U Pa3HOHATPABIEHHBIX KOJEOaHWH YHCACHHOCTH BHIOB B COCTaBE TaKCOIle-
HOB U BCETO GUOTHYECKOTO coobiiecTBa. Eci HeraTuBHbIe M3MEHEHUST CPEIbI
JUTUTEJILHO COXPAHSIIOTCST U PETYJISIPHO MOBTOPSIIOTCS, TO BHYTPH TOTYJISIIAN
(LEHOTIOTYJISAINN) Y TIPEJCTABUTENIEH OT/IETBHBIX 9KOHOB MOT'YT MacCOBO BO3-
HUKHYTh U OBICTPO 3a(UKCUPOBATHCS CTPECC-WHAYIINPOBAHHBIC W3MEHEHIISI
AMUTEHETUUECKUX MTPODUITEii, KOPPETUPYIOIINE C ONIPE/IeIEHHOH MepecTPONKOi
Moporenesa 3a cueT BO3MOKHOCTH WX TPAHCTEHEPAITMOHHOTO HACTIEIOBAHMS
(Jablonka, Raz, 2009; Burggren, 2016; Boskovi, Rando, 2018). Ha ux octose
u GopMupyrTest 6HOMOP(dDI, MO3BOJISIONINE J[ONOJTHUTENBHO CHU3UTD U 0e3
TOTO OCJA0JIEHHBIN KOHTPOJIb U PETYJISIIUI0 CO CTOPOHBI coobiectra. Tlocies-
Hee [03BOJISIET MOIEPKATD U JIaXKe MOBBICUTD YUCIEHHOCTh TOYJISIIUI B CJIO-
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SKUBIITXCSI TIECCUMAJIBHBIX YCIIOBHSIX, @ TAKKE OCBOUTH 3a cUeT OOMOP( HOBbIE
pecypchl, HeOCTYTTHbIE IPYTUM BuIaM. B ciemyiorieil rjiaBe Mbl TPEAMETHO
OCTaHOBUMCH Ha 9TOi IpobjieMe CUMIIATPUYECKOro (hopMoobpasoBaHus U 00-
pasoBanus 9KoMopd 1 6UOMOP(] Ha OCHOBE IKOHOB.

B 3aksoueHre OTMETUM, YTO 3KOH CJIelyeT PACCMATPUBATD B KAUueCTBE 3JIe-
MEHTAPHOI eJAMHUIbI HAAMHAMBUIYaJIbHOI OMOJOIMYEeCKOil OpraHu3anny Kak
B OIYJISAINM, TAaK U COOOIIECTBE, CIIOCOOHON 06eCeYnTh HauaJbHbIE ATATbl U
MHUKPO- M MAaKPOIBOJIIOIMOHHBIX M3MeHeHu . Biiarogapst cBoeii GuHapHoil poJiu,
BBITIOJTHSAEMON B TIEHOTIOMYJISIIIUN U COOOIIECTBE, 9KOH 06JIalaeT MOTEHIIHATb-
HOH BO3MOKHOCTbIO, C OJHOI CTOPOHBI, OBICTPBHIX U3MEHEHNU Pa3BUTHITHON CHU-
CTEeMBbI 1IeHOTIOMYJIAINH, a C APYTOid, ITOJIy4aeT CUrHaJl (JIMIIEH3HUIO0) CO CTOPOHbBI
COOBINECTBA O HATMYUU HOBOTO TOTEHITMATILHO JOCTYITHOTO Habopa pecypcoB
1 BO3MOXKHOCTH €ro ocBoeHMs. Hanuune mpeagiaiTUBHBIX CBOICTB I103BOJISIET
9KOHY aKTMBHO BOCIIOJIb30BaTbCs 9TUM CUTHAJIOM B BHJle HOBOIO pecypca U 13-
MeHUTh MophodyHITMOHATBHBIE BO3MOKHOCTH MeTadeHoMa /17151 ero 3 derTnB-
HOTO OCBOEHWSI.

Hamomuanwm, uro o C.C. IIsapiry (1969) «IIpemamecTByiommasi HCTOPHS Tak-
COHA KaHAJIU3UPYeET ero Oyayliee pasBUTHE B OMPEIEJEHHBIX paMKaX. B atom
mpoitecce OOBITYIO POJIb UTPAET (DEHOMEH TIPEAIANITAIIIL: TIPUCITOCOOIEHUS O~
Jie3Hble (HO He HeOOXOIMMbIE) B JIaHHBIX YCJIOBHUSIX CYIIECTBOBAHUS OTKPBIBAIOT
MyTh B HOBYTO cpey» (c. 173—-174).

Pe3skoe ycKopeHue alallTHBHOTO IIPOIECCA, CBSI3AHHOTO ¢ HEOOXOAMMOCTHIO
OTIpe/IeIEeHHON 1TepecTpoiKu MopdoreHesa, MOKeT IIPOUBOUTH TIPU 3HAYUTEb-
HOM M3MEHEeHWM YCJI0BUil o0uTanus (KJIMMATOTeHHOH U aHTPOIOreHHO mpu-
PO/IbI), KOTOPBIE MOTYT CTATD YTPOKAIONUMHU JIJI AAJTBbHEHIIIEro CyIIeCTBOBAHUS
HOMyJaAy. B 3TuX cydasix ofiuH W HECKOJIbKO 9KOHOB MOTYT 0GECIeUnTh
HEOOXOMMMYIO OBICTPYIO MEpecTpoiiky MopdoreHesa MOMyIAIE B HATpaBJIe-
HUM HEOOXOAMMOTO PACIIUPEHUS U/ U3MEHEHUsT MOP(OHUIIN, KOMITEHCH-
pysl BO3HUKIIHNI HETOCTATOK PECYPCOB. B pesyibraTe HOBbIE MPHOOPETEHHBIE
MOpGhOoDYHKIIHOHATBHBIE 0COOEHHOCTH MOTYT CTaTh MEPBBIM MIATOM K MUKPO-
ABOJIIOIIMOHHOMY UBMEHEHUIO U OJTHOBPEMEHHO K MTPEIBAPSIONINM JAaJbHEHIITNM
MaKPOIBOJIOLMOHHBIM 1epecTpoiikaM Mmopdoreresa (puc. 38), obecreunsast Ha-
MpaBJIeHUE CIIEIMOTeHe3a B TIporiecce (huoeHorenesa.

OO6parHble CBSI3U MEXK/Y BceMU GJIOKaMIT Ha prc. 38 06eCIIeunBaroT 1eJI0CT-
HOCTb M €IMHCTBO 3BOJIOIIMOHHO-3KOJOTUYECKOTO TPoIiecca, KOTOPBIN mapal-
JIEJIbHO BJIMSIET KaK Ha 9KOJOTMYeCKue, TaK U Ha 3BOJIOIMOHHBIE ITPOIECCHI,
MIPOABJISACH U HA MUKPO- M HA MAaKPOIBOMIOIIMOHHOM YPOBHSX, T.€. (haKTHUECKN
3a/laeT MapaJJIeIU3M JIBVKYIIIUX MEXaHU3MOB MUKPO-, U MAKPOIBOJIOIMOHHBIX
MIEPECTPOEK, KOTOPBIE OCYNIECTBISIOTCS OJJHOBPEMEHHO, HO C PA3HON MHTEHCHB-
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BuyTpuBunoBas MexBuaoBasi
HM3MEHYMBOCTH H3MEHYHMBOCTH
(Muxkpo3BoronHs) (MaxposBoJTIoLHs)
BosneiictBue Biusuue
TEHETUYECKON U i
IBOIONHOHHOE SNUTeHETUYECKOH homeToD
o NPETUCTOPHHU Ha
BO3JeliCcTBHE HA
03/ H3MEHYHBOCTH U COCTaB M CTAOMIIb-
9KO0JI0THI0 MHKPOIBOJIOLHH HOCTB COOOIIECTBA
cooduIecTBa Ha COCTaB H JIHHA-
MUKy coo0uIecTBa
( ObpamHuas cea3b Obpamuas C6}l3b)
JKOJOrHYECKOe Brnusnue cocrasa Bosneiicteue
BoO3IeiicTBHE Ha coo0miecTBa Ha 6H0ane01§ux .
>BOMIOIIIO CKOPOCTb U B3aMMOJICHCTBHI
0 HamnpaBJICHUE B COOG].HCCTBC Ha
COO6meCTBa 9BOJIIOLIUHA nnBepcndeaumo
BHJI0B

<— DBOJIONMOHHO-IKO0JOTHYECKHI aHAJIN3 —»

DBOJIIOIIMOHHAS
CHHIKOJIOTHsI

[MonmynsunonHas
CHHAKOJIOT U

Puc. 38. 9B0/OIINOHHO-9KOJIOIMUECKUIT AHAIN3 BHYTPU- U MEKBU/IOBON NU3MEHYMBOCTH U CXe-
Ma COOTHOIIEHUST MUKPO- ¥ MAKPOIBOJIOIMOHHBIX ABJICHII, 00YCIOBJEHHBIX 9KOJOTUUECKUM
BJIMSIHUEM Ha 3BOJIIOIUIO COOOIIEeCTBAa ¥ 9BOMIOIMOHHBIM BJAUSHUEM Ha ero KOJO0TUIO, Ha 0C-
HOBe 00paTHBIX CBsA3el Mey oObekTamu uccaegosanuii (1o: Johnson, Stinchcombe, 2007 u
Haloin, Strauss, 2008: ¢ ©3MEHEHMAMU U TOIIOJHEHIAMMU ).

HOCTBIO U HA PA3HBIX BPEMEHHBIX MaciTabax. BeposiTHO, 1 ME303BOJIOIHOHHDIE
MIPOIIECCHI, TIPOTEKAOTNE ¢ TIPOMEKYTOUHOM WHTEHCUBHOCTBIO, TAKKE BCTPOE-
HBI B 3TH 0OpaTHbIE CBSI3U — Pa3HbIE HBOJIIOIHOHHO-9KOJOTHYECKIE MEXaHU3MbI
B3aUMOJIEHCTBUI MEXK/y 9KOHAMH, IIEHOMOMYJISIIIISIMU 1 COOOIIECTBAMU.
Takum 06pa3oM, HEKOTOPbIE TEOPETUUECKIE OCHOBAHUSI TIO3BOJISIIOT TIPE/I-
[10JIATATh, YTO MUKPO-, ME30- U MaKPOIBOJIOIUOHHbIE UBMEHEHUST MOTYT HAYU-
HATBCS TAPAJIEbHO KaK TOMYJIAIMOHHO-I[EHOTHYECKOE TIPUCTIOCOOUTETbHOE
naMeHeHre Mop(oHUIIN dKOHA B 1teHonomnysiuu (cM. puc. 38). [Toaromy, Bo3-
MozkHO, nipaB umenHo C.C. IlIsapr (1969), koTopeiili HacTauBas Ha TOM, YTO
«MUKPO3IBOJIIONHS ¥ MAKPOIBOJIIONNS — €ANHBII TIpotiecc. MaKkpoaBOJIIOIIOH-
HbIe MPeo6PA30BAHUST COBEPIIAIOTCS HA OCHOBE TEX JK€ MEXaHU3MOB M 3aKOHO-
MepHOCTe, YT0 U BUI00Opa3oBaHue: BUALI, 0COGEHHOCTH KOTOPBIX OTKPHIBAIOT
IyTh HOBOU a/IallTUBHOM PaJiMaIiiy, — MOTEHIATbHbBIE POJOHAYATHHIKY, OCHO-
BOIIOJIO;KHUKY MaKpPO3BOJIOITMOHHOTO TipoIteccay (Tam ke, c. 173). KimoueBsiM
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MomenToM paccyskaenuii C.C. IlIBapiia siBjisseTcs CTpeMJEHHE ONMUpaThCs Ha
MOCTYJIAT O TOM, YTO BOJIOIOHHbIC M3MEHEHUsS (hOPMUPYIOTCS O] BO3/EH-
CTBUEM M3MEHEHUN YCJIOBUIT OOUTAHUSI, T.€. B TIEPBYIO OUEPE/Ib T10]] BJIUSHIEM
AKOJIOTMUYECKUX (DAaKTOPOB Ha pa3BUTHE M (DYHKITMOHUPOBAHUE TTOMYJSINH 1
coobrectB. TTOCKOMBKY 1pu reorpadmuecKoM CPaBHEHUU Pa3JUYUil B 9KOJIO-
TUYECKUX YCJIOBUSIX OOUTAHUS MOIYJISAIINIT KOHKPETHOTO BU/A OHUM BBIPAKEHBI
cuJibHee, YeM XpOHoJIorndeckre (XpoHorpaduieckne) pa3jinuus B OJHOM U TOM
ke nonyJistiiuu B pasubie rozer, C.C. [Bapiy npeaodntan onuparbesi B OCHOB-
HOM Ha MEXaHU3M Teorpapuyeckoro (aIonaTpudeckoro) GopmMoodpazoBaHust
1 BUI006pa30BaHMs.

OpToreHe3 Ha OCHOBE OIHO PPATPUN TOXKE CBSI3AH C BIAMSTHUEM N3MEHEHUI
YCJIOBUH CpeJibl, HO BO BpeMeHu. B 06oux ciydasx B MO BUI006PA30BAHNST
C.C. IlIBapita 3TOT MPOIECC COTPOBOKAAETCS TIPEOOPAZOBAHUEM OJIHOTO BU/A B
APYTOH PN TONAJaHUN €TO MOIYJISINN B PE3KO OTIIYATONIIECS U B I[eJIOM He-
GJIArOTIPUSITHBIE YCIIOBUS, T.€. B HEll ajlJloreHes u oproreHes copmenieHbl. CrM-
narpuyeckuii MexaHusM GopMooOpazoBaHus 1 BUA00OPA3OBaHNsI OH TPHHUMAI
BO BHUMaHUe, HO, KaK YK€ OTMEYAJIOCh, He CIMTAJ €TO PACTIPOCTPAHEHHBIM SIBJIE-
HUEM U TIPAKTUYECKU He PACCMATPUBAJL.

Teopus reorpaduueckoro ugoodpasosarus (TTB) u ero aBomonuoHHO-
akosornyeckuii Mexanusm, npegnoxerasie C.C. HIsaprem (1969, 1980), ne-
CKOJIBKO OTImyaioTcs oT auaun CTI, TOCKOIbKY PenpOAYKTUBHYIO U30SAIINIO
TT'B paccmatpuBaeT Kak BTOPUYHOE SIBJIEHUE, HO IIPU 9TOM OHU, KaK MHE TIpeJi-
CTaBJISETCS, HE MOTYT OOBSCHUTD CTydau CUMIIATPUIECKOTO BUAOOOPA3OBAHUA.
Tem He MeHee B MOCJIEIHUE TOIBI IPUMEPDI CUMIIATPUIECKOTO BUA00OPa30Ba-
HUST YMHOKIJINCh B MUPOBOIT JIUTEPATYPE U B CBSI3U C TIOHMMAHUEM PEATbHOCTH
AMUTEHETUYECKUX MEXAHU3MOB MEPBOHAYAIBHBIX IBOIONUOHHBIX U3MEHEHUN
mupoko obcyskaatoresa (Jablonka, Lamb, 1996, 2005; Bolnick, Fitzpatrick, 2007;
Pigliucci, 2007; de Graaf et al., 2010; Duncan et al., 2014; Laland et al., 2015;
Burggren, 2016; Boskovi, Rando, 2018). Oco6oe BHIMaHMe CETOAHS IIPUBJIEKa-
10T B3aUMOCBS3aHHBIE MEXaHU3MBbI 9BOIOIMOHHO-3KoJorHmYecknX (Evo-Eco)
1 3BOJIIOIMOHHO-Pa3BUTUIHBIX (Evo-Devo) MakposBOMOIIMOHHBIX TTEPeX0ioB
(Evolutionary Transitions), obecreunBaiONMX PE3KOEe H3MEHEHME BCEX CO-
CTaBJISIOIIMX 9BOJIFOIMOHHBIX, 9KOJOTHUECKUX, PA3BUTUIHHBIX U APYTUX OHOJIO-
rudeckux opranusanuonnbix exunul] (Post, Palkovacs, 2009; Schoener, 2011;
Whatson et al., 2016; Donelan et al., 2020). Muorue npo6/ieMbl B 9THX HaIIPaB-
JIEHUSAX e1lle TOJIBKO 0CO3HAIOTCSI MUPOBOH HAYKON N HAMEUAIOTCS CaMble TIePBbIE
KOHIENTYaJbHBIE TTOIXO/IbI K UX PEIICHUIO.

Cumnarpudeckoe BUI00OPa30BAHUE MPEACTABISAIOCH € TOYKU 3PEHHUS
teopetukoB CTD kpaiitie MajOBepPOSITHBIM U TPYAHO OCYIIECTBUMBIM SIBJIE-
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nueMm (Huxley, 1945; Maynard Smith, 1966; Maiip, 1968). B To ke Bpems, uc-
XO/isI U3 9BOJIOIMUOHHBIX TEOPHUI TMOCTEIHETO BPEMEHU — IITUTEHETHIECKON
teopun sBostotn — DT (Iumkun, 1988, 2006, 2010, 2012; Tpoanunkuii,
2001, 2002; Bacumaber, 2005, 2009) u pacuimpeHHOTO 9BOJIOIMOHHOTO CHH-
teza — PIC (Pigliucci, 2007; Laland et al., 2015), onupatomuxcst #Ha ObICTpOE
cTpecc-uHAYIMPOBAHHOE M TPaHCIeHepalMOHHO HacjeiyeMoe peodpasoBaHe
AIUTEHETUYECKON CHUCTEMBI, TTapaMeTPU3YIoNieil MPOoIecchl MHANBHU/IYaJIbHOTO
PasBUTHUS, POJIb CUMIIATPHYECKOTO BUAO0OPA30BAHUSA B 9BOJIIOINN HAYAIU I10-
crenento nepecMarpusath (Schliewen et al., 2001; Bolnick, Fitzpatrick, 2007).
OcobeHHO 5TO BasKHO B CBETE Ha3peBaloOLIed OMaCHOCTH ObICTPBIX 9BOJIOLUOH-
HBIX M3MEHEHUI HOIyJIAIMHA 1 COOOIIECTB B YCAOBUSX YCUIEHHMI COUTAHHBIX
KJIMMATOT€HHBIX ¥ aHTPOIOIeHHbBIX BO3IEUCTBUI Ha OGUOTY M BBICOKOI Bepo-
SITHOCTH BO3HUKHOBEHUsI DPETMOHAIBHBIX M TJI00AIBHOTO OHOIIEHOTHYECKUX
kpusucHbix spiaeanii — PBK u I'BK. B aToii cBs13u mocrapaemMcst TpoI0KUTh
06CysKIeHNE CITOKHOI MTPOOJIEMbBI CUMITATPHUYECKOTO BUA00OPa30BaHUsl HA KOH-
KPETHBIX MPUMEPAX B CJIEAYIOIIEi Tase.
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I'naBa 11
Cumnarpuyeckoe popmooOpasoBanue, «<3KOMopQbl»
1 QIOKH «3KOBHUIOB>

PaccMOTpUM MOJIE/Ib CHMIATPUIECKOTO (hOPMOOOPA3OBAHHUS HA TIPUMEPE
(sroka KaprosbIx peid — ycaueit Labeobarbus intermedius w3 03. Tana 8 dduo-
nuu (Mina et al., 1996a,b, 1998, 2001; de Graaf, 2003; de Graaf et al., 2010; Muna
u ap., 2016). CyuiecrBoBaue (pJIOKOB MUXIUIOBBIX U KAPTIOBLIX PhIOG N3BECTHO
¢ kona npouwuioro Beka (Golubtsov, Krysanov, 1993; Mina et al., 1996a,b, 1998;
Sibbing, 1998). Mok, nim, Kak ero ele HasblBAIOT, IIyYOK BIIOB, IIPEACTABIISIET
coboii mopobue coobiecTBa MOPMOJOTHYECKU PA3IUYAIONTIXCS 1 OKOJIOTHYe-
CKU CTIEIUATU3UPOBAHHBIX CUMIATPUYECKUX SKOBUIOB (TEPMUH TPUHAIIEKUT
I Typeccony (Turesson, 1922)), kotopble B reHETUYECKOM OTHOIIEHUU MOUYTH
OHODPO/HHI, T.€. B TOHUMAHUU TPAAUIIMOHHOTO TeHETHKA, BEPOSITHO, HE SIBJISIOT-
cs1 KraccrmueckuMu BuiaMu. OTHAKO OHU 0 TeM WJIM WHBIM IPUYITHAM accop-
TaTUBHO CKPEHIMBAIOTCS ¥ YCTONUMBO COXPAHSIIOT 0COOEHHOCTH MOpdOTreHesa u
HKOJIOTHYECKON CIEUaN3allui B Upejie MOKOJEHNUH, OYayun BUAAME C TOUKU
3penust Mopdosiora u akosora. OauH U3 Takux ahpruKaHCKuX (HIOKOB ycadeid
(Labeobarbus), Bxirouaroniuii 15 yciIoBHBIX BUIO0B, OblI 0OHAPY/KEH B TOPHOM
03. Tana B dpuonuu (Mina et al., 1996a,b; Reig et al., 1998; de Graaf, 2003; de
Graaf et al., 2007, 2008; Muna u ap., 2016).

Osepo Tana Bo3HMKJIO OO paHblie, Ju60 Hocjae OJOKMPOBAHKS [IPUTOKA
Hwua j1aBOBBIM MOTOKOM, KOTOPBIN CO3/IaJl CTEHY BBICOTOM 10 40 M 1 U30J1po-
BaJl 03epo oT peunoit ceru Huzkaero Hua (Lamb et al., 2007). Cpennue riyGuHbt
03€epa HEBEJIMKU — B CPe/lHEM 8 M, HO MOTYT JIOCTUTATh 14 M, I09TOMY YacTHUYHbIE
€ro TIepechIXaHus ¢ yMEHbIIeHneM IyOuH BIIOJHE BeposiTHbie coObITus. Cormac-
Ho npegyoxkentomy [e Ipaadom ¢ coasr. (de Graaf et al., 2007, 2008, 2010) aBo-
JIOIIMOHHOMY clieHapio, ok BuaoB Labeobarbus oyenn monof (He crapiie 15
000 steT), uMeeT MOHO(DUIETHYECKOE ITPOUCXOsKAEHUE OT PbIb Gacceiina p. Hui, a
ero uBepcrduKanusa o6ycaoBIeHa HEOTHOKPATHBIMHE MTPOIECCAMU TPODIIECKON
crierainsanuy (hopM B pa3HbIX GHOTOMAX, IPITYEM BBIGOP HOBBIX GHOTOTIOB CO-
MIPOBOSKAAJICS U3MEHEHUSIMU MOP(OJIOTUH, CBSI3AHHBIMU C HOBBIMH TPOdIrdecKn-
ME TpeGoBaHMsSIMU. B 03ep0o BIAZA0T HECKOJIBKO PEK U PYYbeB, HO aJalTHBHAS
pamuarvst GopM JaHHOTO (hIOKA TIPOMCXOANIA JIUIIb B 03epe mocaearue 15 000
get. OHa moceoBaza Beaes 3a pe3kuM uccymenueM odepa 17 000 jer Hazan,
4TO HAOMIOAATIOCH U B 03. Buktopust y nmximmosbix BuioB pbib (de Graaf et al.,
2010). Yactb Gopm Labeobarbus pasmuoskaercs B pekax U PyubsiX, BIIAJAIONIX
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B 03epo TaHa, HO TPUMEPHO TOJIOBUHA (DOPM HEPECTUTCSI B CAMOM 03€pe, TpUIeM
10 T€M WJIA WHBIM MPUYMHAM Pa3MHOKEHHE, KaK ysKe OTMEUYaIoCh, OCYIIECTBIIS-
€TCST aCCOPTATUBHO U HAOJIFOIAETCS YETKAst PEMPOAYKTUBHAS cerperaiust (hopMm
(Nagelkerke, Sibbing, 1996; de Graaf, 2003; Muna u ap., 2016).

JlJ1st KaproBbIX PO B MUPOBOIL (hayHe He XapaKTepHbl XUIHbIE (DOPMbI 13-
32 0c00O0r0 CTPOEHMS YENIOCTH M 3yOHbBIX 2JIEMEHTOB, HO cpeiy ycadell (Jioka
Labeobarbus u3 o. Tana 0TMEYEHO MHOTO XUIIHBIX PHIOOSIIHBIX «BHIOB», a TaK-
JKe CIeUaTM3NPOBAHHBIX K TUTAHUIO MAKPO(MUTAMH, 300- 1 (DPUTOILJIAHKTOHOM,
MOJIJTIOCKaMU ¥ JIETPUTOM HepbIOOSAHbBIX (hopM. Mopdosiornyeckn atu Mopdo-
THUIIBI PHIO pe3Ko AuddepeHIIPOBaHbl ¥ M3JaBHA IPUHUMAIICH UXTHOJIOTAMU
3a oObryHble BuAbl. OIHAKO B Pe3yJIbTaTe MOJIEKYJISIPHO-TE€HETUUECKUX UCCIe-
JOBaHUN ObLJIO YCTAHOBJIEHO, YTO OHM, 110 KpailHell Mepe 110 CMKBEHCAM IeHa
uroxpoma b Mt/ITHK, moutu He pasnuyaiorcsi, GopMHUPYs eANHBIA KOMILIEKC,
KOTOPBII B I'€HETHYECKOM OTHOIIEHHUH COOTBETCTBYET OGBIYHOMY IOJIMTHIIN-
yeckomy Buay (de Graaf et al., 2010). BeposiTHO, M0 MHEHHUIO TEX K€ aBTOPOB,
HCXOAHON MPU aJaliTUBHON pazuanmu (uioka GopMoil ABJsIeTCs TPUOPEKHBIN
Labeobarbus intermedius, KoTopblii U3BECTEH Kak HanboJiee TUIIMYHbBIA BUJ| /IS
BBICOKOTOPHBIX 03ep 1 pek dduonuu (Banister, 1973).

Denorunuyeckne 4eprhl Phid pasHbIX MOJIYBUAOB (semispecies), Wi, Kak
MBI TOTOBBI WX ompeneanThb Beaexd 3a [. Typeccornom, «akoBumoB» (ecospecies),
BXOJISITIIUX B COCTaB AAHHOTO (hJIOKA, YCTOMUNBO COXPAHSIOTCST U U3 TIOKOJIECHHST
B TIOKOJIEHWE TIepeIaloTCst TOTOMKaM. [109TOMY MBI €CTeCTBEHHO MPEIITONI0KN-
JIW, 9TO BEAYIINM MEXaHW3MOM HACJEJICTBEHHOU Tepeaaun B JAHHOM CIydae
MOKHO CUMTATh TaK Ha3bIBaeMOE MSITKOE HacJe[0BaHMe 3a CUeT TPaHCreHepa-
IMMOHHON Tepe/iauyn N3MEeHEHHBIX STITUTreHeTHIecKuX mpoduieit. Kak yxe otme-
YaJI0Ch B MPEIBIAYIIUX TJIaBax, MOA00HbIIH BAPHAHT MATKOIO JIUTEHETHYECKOrO
HacJe0BaHusI OOHAPY/KeH U y pacTeHuil, u y x«kuBoTHbIX (cM. Bonduriansky et
al.,, 2012; Ledon-Rettig, 2013; Bilichak, Kovalchuk, 2016 u ap.), mostomy oH
BIIOJTHE BEPOSATEH KaK HEKUI YHUBEPCAIbHbII SIINTeHETHUECKUI MeXaHU3M Obl-
CTPBIX MUKPOIBOJIIOIIMOHHBIX ITepecTpoek Mopdorenesa (Bacuibes, Bacuibena,
2005; Bacuibes, 2009a, 6). Takum o6pasom, ycauu 03. TaHa MPEACTABISIOT CO-
6011 TOUTH HICATBHYIO MOJIEIb JJIsl U3Y4YeHIs OBICTPOrO CUMITATPUYECKOT0 (hop-
MOoOOpazoBaHust B GHOTHUECKOM COOOIIECTBE, KOTOPOE (HaKTUUECKH SIBJISICTCS
JIOKaJIbHBIM (DJIOKOM U OJTHOBPEMEHHO TIPO0OPA3OM TAKCOIEHA, T.€. COCTOUT U3
GJIMBKOPOICTBEHHDBIX <9KOBUIOB>.

MbI u3yunun MophoJorndecKoe pazHoobpasue GopMbI TeJa, a TAKKe roJio-
BbI CUMIIATPUYECKUX IpencrasuTeneii puoka Labeobarbus w nposenn Mopdo-
JIOTHYECKOE KapTUPOBAaHNE X MOJIEKYJISIPHOM (DPUITOTEHNN ¢ TTOMOTIIBIO METO/IOB
reoMerpudeckoil Mopdomerpun. HanGosbiiiiit HHTEpeC Mpu 9TOM MPEACTABIIS-
JIN TIOUCK U OIleHKa (DPUJIOTEHETHYECKOTO CUTHAJIA U TIPOSIBIIEHNH TOMOTLIa31H,
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coziepKaIiuxcs B (hopMax tesia U TOJOBBI PhIO. J[pyroil aciiekT Kacajcst mpoBe-
JIEHUST HBOJTIOIIMOHHO-9KOJIOTHUECKOTO aHAJII3a MOP(MOIOTUIECKOT0 pazHO0Opa-
3us u quddepeHnuanuy mpeacTaBuTesei Hiroka ¢ y9eToM UX 9KOJIOTUIeCKOn
CIIeLUaIU3ALNUN B CBI3U € IPOOJIEMOI OBICTPOro CUMIATPUUECKOro (hopMoodpa-
soBanus (Kondrashov, Mina, 1986; Bolnick, Fitzpatrick, 2007).

MareprajioM HOCJHYKUIN paHee OMyOJIMKOBAaHHBIE B CTaTbsx je Ipaacda
dororpadpun puib, orHOCAmMXCa K 15 m3BectHbM (hopMaM JaHHOTO (BIIOKa,
a Takyke WX YaCTHBIE KOJOBbIE mocjenoBareabuoctu (partial cds) muroxon-
JIPUAIBHOTO TeHa HUToXpoMa b, xpansauuecsa B lenOanke (GenBank «<NCBI»,
USA). [/lonosinuTeIbHO B KaueCcTBe BHEIIHEW TPYIIIbI UCIOJIb30BAIN CUKBEHC
npeacTaBuTess 6M3KOro Bruga — aduorckoro ycaua (Labeobarbus ethiopicus).
[TpuBosuM crimcok HoMepoB 16 cukBeHCOB TpencraButeseii Labeobarbus ns
Ten6anka: GQ853203.1, GQ853205.1, GQ853208.1, GQ853210.1, GQ853213.1,
GQ853214.1,GO853269.1, GO853216.1, GQ853219.1, GOQ853220.1, GQ853227 1,
G0Q853229.1, GQ853230.1, GO853235.1, GQ853225.1, AF180828.1.

OcHOBOH 7151 Ta7TbHENTIIETO TTOCTPOEHUs (PUITOTEHUN TTOCTYKIJIa MaTpPU-
11a P-AUCTAHINH, BEIYKCIEHHas: B Tiporpamme Mega 5.1 (Tabut. 9) Ha ocHOBaHUU
naHHbIX [eHOaHKA (CM. BBIIIIE) [0 YHCITY PA3JIMUIil B TOCIEA0BATEIbHOCTH OCHO-
BaHWIT Ha caiiT HyKJIEOTUHBIX CHKBEHCOB reHa ruroxpoma b mT/IHK.

B cocraBe Mmopdosiorndecknx BUI0B (DJIOKA HA B3STOM HAMU JIJIsT aHATU32
Mmarepuasie u3 [eH6aHKa BLIIESIETCS BOCEMb Pa3IMUIAONIXCSI «TAIJIOTUTIOBY (B
1esioM 17151 03. TaHa n3BeCTHO 0K0Ji0 11 rammoTUIIoB), KOTOPBIM COOTBETCTBY-
10T OT OJIHOTO JI0 YeThipex mMopdorumnos. Hanpumep, Mmopdotutist crassibarbis,
gorgorensis, macrophtalmus n surkis, BeposSITHO, IOYTH WAEHTUYHBI 110 CHKBEH-
caM TeHa IUTOXPOMa b, T.e. UMEIOT OTHOCUTEILHO HeaBHEe MPOUCXOXKIEHUE.
CXOHBIMU B MOJIEKYJIIPHOM OTHOIIEHUH SIBJIIIOTCS U MOP(OTUIIBI megastoma,
longissimus v tsanensis.

[l nayuenust popMbl Tesla M TOJIOBBI ycadell 03. TaHa MBI NCIIOTB30BATN
dororpadum, onybiukoBatnHble B auccepranuu e Ipaada (de Graaf, 2003) u
ero paborax ¢ coapropamu (de Graaf et al., 2008, 2010). 306paskeHust Tejia pbid
Ha UCXOMHBIX (hOTOrpadusix COMPOBOKAAINCH MEPHBIMU OTPE3KAaMH, KOTOPBIE
MBI HCITOJIB30BAJIN JIJIST yUeTa PeabHOTO IieHTpouaHoro pasmepa (CS — centroid
size). OnHaKO Ha OMyOJUKOBaHHBIX (OTOTpApUSIX TOJMOB TpeAcTaBuTesnei (iro-
Ka ycauell MepHbIe OTPE3KU, MAPKUPYIOIIHe Pa3Mepbl Pbi0, ObLIN IPUBEICHBI HE
y BCeX BUJIOB, MOITOMY Pa3JindMs B IIECHTPOUTHOM pasMepe B IAHHOM cJrydae y
HUX HE aHAJTU3UPOBAJIH.

Pacnosioskenne 20 nanaMapox,, MCIOJIb30BAHHBIX JIJISI XapaKTePUCTUKU
(opMbI Tesla y «dKOBUIOB», MOKaszaHbl Ha upumepe Labeobarbus intermedius
(puc. 39a). TIpu BoIGOpE crI0c0bOa PACCTAHOBKHU JIAHAMAPOK Ha TeJie ycauyell Mbl
BO MHOTOM ONUPAJIKCH HA OJHY U3 TIMOHEPHBIX PaboT B 00JaCTH TeOMeTpuye-
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Tabnuya 9. lenemuueckue p-oucmanyuu mexcoy 16 maxconamu spuoncrux
ycaueir (Labeobarbus) no uwucny pasiuuuii 6 nociedo8ameivHocmu 0CHOBAHULL
Ha caium no HykieomuonviM nociedosamenvihocmam uumoxpoma b mm/IHK
(pacuem no dannvim lenbanxa)

z

Bun

IlopsiikoBblit HOMep BUia

1 2 3 4 5 6 7 8
1 | L. acutirostris 0.0020 | 0.0016 | 0.0013 | 0.0016 | 0.0018 | 0.0010 | 0.0016
2 | L. brevicephalus | 0.0039 0.0017 | 0.0019 | 0.0017 | 0.002 |0.0017 | 0.0017
3 | L. crassibarbis 0.0029 | 0.0029 0.0021 0 0.0009 | 0.0019 0
4 | L. dainellii 0.0019 | 0.0039 | 0.0048 0.0021 | 0.0023 1 0.0009 | 0.0021
5 | L. gorgorensis 0.0029 | 0.0029 0 0.0048 0.0009 [ 0.0019| 0
6 | L. gorguari 0.0039 | 0.0039 | 0.0010 | 0.0058 | 0.001 0.0021 { 0.0009
7 | L. longissimus 0.0010 | 0.0029 | 0.0039 | 0.001 |0.0039 | 0.0048 0.0019
8 | L. macrophtalmus | 0.0029 | 0.0029 0 0.0048 0 0.0010 | 0.0039
9 | L. megastoma 0.0010 | 0.0029 | 0.0039 | 0.001 |0.0039 [ 0.0048| 0 |0.0039
10| L. nedgia 0.0029 | 0.0029 0 0.0048 0 0.0010 [ 0.0039 0
11| L. platydorsus 0.0039 0 0.0029 | 0.0039 | 0.0029 | 0.0039 | 0.0029 | 0.0029
12| L. surkis 0.0029 | 0.0029 0 0.0048| 0 [0.0010{0.0039| 0
13| L. truttiformis 0.0019 | 0.0039 | 0.0048 | 0.0019 | 0.0048 | 0.0058 | 0.0010 | 0.0048
14| L. tsanensis 0.001 | 0.0029 | 0.0039 | 0.0010 | 0.0039 | 0.0048 0 0.0039
15| L. intermedius 0.0039 | 0.0039 | 0.0048 | 0.0039 | 0.0048 | 0.0058 | 0.0016 | 0.0021
16| L. ethiopicus 0.0424 | 0.0443 | 0.0414 | 0.0443 | 0.0414 | 0.0424 | 0.0434 | 0.0414
Ne Bun 9 10 11 12 13 14 15 16
1 | L. acutirostris 0.0010 | 0.0016 | 0.0020 | 0.0016 | 0.0013 | 0.0010 | 0.0019 | 0.0077
2 | L. brevicephalus | 0.0017 | 0.0017 0 0.0017 | 0.0019 | 0.0017 | 0.0019 | 0.0078
3 | L. crassibarbis 0.0019 0 0.0017 0 0.0021 1 0.0019 | 0.0021 | 0.0076
4 | L. dainellii 0.0009 | 0.0021 | 0.0019 | 0.0021 | 0.0013 | 0.0009 | 0.0019 | 0.0078
5 | L. gorgorensis 0.0019 0 0.0017 0 0.0021 { 0.0019 | 0.0021 | 0.0076
6 | L. gorguari 0.0021 | 0.0009 | 0.0020 | 0.0009 | 0.0023 | 0.0021 | 0.0023 | 0.0076
7 | L. longissimus 0 0.0019 | 0.0017 { 0.0019 | 0.0009 0 0.0029 | 0.0078
8 | L. macrophtalmus | 0.0019 0 0.0017 0 0.0021 | 0.0019 | 0.0048 | 0.0076
9 | L. megastoma 0.0019 | 0.0017 | 0.0019 | 0.0009 | 0 |0.0029 |0.0078
10| L. nedgia 0.0039 0.0029 0 0.0048 | 0.0039 | 0.0048 | 0.0076
11| L. platydorsus 0.0029 | 0.0017 0.0017 | 0.0019 | 0.0017 {0.0039 | 0.0078
12| L. surkis 0.0039 0 0.0029 0.0021 | 0.0019 | 0.0048 | 0.0076
13| L. truttiformis 0.0010 | 0.0021 | 0.0039 | 0.0048 0.0009 | 0.0039 | 0.0079
14| L. tsanensis 0 0.0019 | 0.0029 | 0.0039 | 0.0010 0.0029 | 0.0078
15| L. intermedius 0.0016 | 0.0021 | 0.0019 | 0.0021 | 0.0019 | 0.0016 0.0077
16| L. ethiopicus 0.0434 | 0.0414 | 0.0443 | 0.0414 | 0.0443 | 0.0434 | 0.0424
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CKOU MOp(l)OMeTpI/H/I, ITOCBAIICHHYIO N3YyYC€HNIO N3MEHINBOCTN Hpe[[CTaBHTe]IefI
nanHoro ¢uoka (Reig et al., 1998).

(a) Labeobarbus
intermedius
(6) PC2
A
urkis
ﬂuﬂt{qrmzs [ brevicephalus
=" macrophtiilmus; |
------------------ O Jongissimus ™, ggorgoransis
» intermedius

Puc. 39. Pacnionosxkenne 20 JaHIMapoK Ha Tejie HUIIbCKOro ycaua Labeobarbus intermedius ()
u pazHoobpasue GopMbl Tesia HEPHIOGOSAHBIX (Y€PHbIE KPYIKKH, CILVIONIHAS JIMHIS) U PIOOsi/I-
HBIX (OesTbie KPY:KKHU, MITpUXoBast TuHus ) ycaueit Labeobarbus 03. Tana B MophonpocTpaHCcTBe
(6), 06pa3oBaHHOM pa3MeleHUeM OPIUHAT «IKOBU0B> BJIOJIb EPBBIX TPEX IJIABHBIX KOMIIO-

uent (PC1-PC3).

Jliist XapakTepUCTUKKA U3MEHUNBOCTH (DOPMBI T'OJIOBbI ycaueil OblLI B3SIThI
18 manamapox (puc. 40). Boibop s aHanusa (hOpMbI TOJIOBBI B KauecTBe 00b-
exTa HabJIfoieH il 00YCJIOBJIEH TeM, YTO OHa KpaliHe H3MEHYMBA U TECHO CBsI3aHa
C 9KOJIOTUUECKON cTelran3anyel mpejcraBuTesneit (pioka ycaueit o3. Tana.

[To mpOKpPYCTOBBIM KOOPAMHATAM BBITIOJHUIN aHATU3 TJIABHBIX KOMITOHEHT
dopmbr Tea ppib. OparHATBHL 9KOBUA0B B MOPQOIPOCTPAHCTBE IEPBBIX TPEX
[JIABHBIX KOMIIOHEHT IIpejcTaBaeHbl Ha puc. 396. PasHbIMU TUIIAMU COEUHI-
01UX OJMKalIe OPAUHATDL JIMHUI 0603HAYEHbI 9KOJIOTUYECKUE TPYIIIbL Pbl-
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Puc. 40. M3o6paskeHust roJOBbI pbiGOsiIHbIX yeaueill Labeobarbus acutirostris () w L. dainellii
(B) co cxemMaMu paccTaHOBKH 18 ylaH/IMAPOK, a TaKKe UX CXeMaTHYecKre KapKacHble KoH(ury-
paiuu (coorBeTcTBeHHO (6) 1 (T)).

GOSIZIHBIX ¥ HEPBIOOSIHBIX 9KOBUAOB ycadeid. MapKUPOBKa TPUHAIIEKHOCTH
HKOBUIOB K JBYM TPYIIIaM MO3BOJINJIa OOHAPY/KUTh, YTO OHM 3aHUMAOT JBa
Pas3HBIX MOJNPOCTPaHCTBA B 00I1IeM MopdotmpoctpaHcTBe. DakTHuecKy Bbije-
JIMJTUCH JIBE ¢-MOP(MOHUIIN — PHIOOSIAHBIX W HEPBIOOSHBIX yeauell. Hauboib-
11ast CTeIleHb Cerperaly IPyIl HabMI0AaeTCs BAOJIb EPBOii ¥ TPETheil IJIaBHbIX
KOMITOHEHT, TIPUYeM B/IOJIb TIEPBOM KOMITOHEHTHI Auh(epeHIuanms MaKCcu-
MaJIbHO TIPOSIBUJIACH ¥ BHYTPU IPYIIIBI PHIOOSTHBIX BUIOB. BoJb TpeTbeit ocu
Pa3INYUST MEKY PHIOOSITHBIMU yCAYaMU TAKIKE BBIPAKEHBI OOJIBIIE, YeEM MEKLY
HepbboaaabiMu. HarpoTus, BIOJIb BTOPO IJIaBHONM KOMIIOHEHTHI B HarOOJIb-
1mieii creneHu BbipaskeHa A hepeHIuanms MesKLy BUAAMU B TPYIIE HepbiOo-
SIHBIX ycadeil. Pacxoskaenne MOphOHUIIT PHIOOSAIHBIX ¥ HEPBIOOSAIHBIX ycaueii
OTPaKAeT M PABJINYMS UX IKOJOTMIECKUX HUIIL.

VYpoBeHb BHYTpUTPYIIIOBOro Mopdopasnoodpasus (MD — morphological
disparity) o6eux rpyi o opMme TeJia, BBIYUCAEHHbIH Ha OCHOBE rayCCOBCKON
MOJZIE/IN CPeAHUX ONMKalIINX COCEIHUX AMCTAHIMU (mean nearest neighbor
distance — MNND) B nporpamme IMP DisparityBox6i (Zelditch et al., 2004),
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3HaunMo orTandaercs (t = 2.48; p < 0.01): aust HepbIOOSHBIX S9KOBU/IOB II0KA3a-
tesib MNND coctasun 0.054 = 0.002, a gus poibosanbix — 0.061 = 0.002, T.e. no-
CJIETHUI 3HAYUMO TIPEBBICUII TAKOBOI Y HePbIOOSTHBIX. [ToJIyYeHHbIE BETUYNHBI
B 1I€JIOM COOTHOCSITCSI C UTOTAMW BU3YATM3AIUN PACCEUBAHUS OPIUHAT BHYTPU
KaKOM M3 STUX JIBYX TPYII B MPOCTPAHCTBE TPEX TIEPBHIX TJIABHBIX KOMITOHEHT
(cm. puc. 396).

Pesynbrarhl cpaBHEHHs BHYTPUIPYIIIOBOro Mopdhopasnoodpasust Hepbioo-
SUTHBIX 1 PBIOOSIIHBIX 9KOBHUIOB [T03BOJISIIOT 3aKJIIOYUTh, YTO Y PHIOOSIHBIX BULOB
Mopdoornueckas qudepeHuanms BhipakeHa CIIbHee, 4eM Y HePbIOOSIIHbIX.
HauGoubive pasandust MeKay 9KOBHAAMHU XMIMHBIX ycadeid 110 Gopme Tesa
COIPOBOKAAINCH HECKOJIBKO OOJBIIUMHU IIepecTpoiikaMu Mop(oreHesa, yeM B
rpyliiie HepblOosiAHbIX. TeM He MeHee BeJMYrHA HaOJII0aeMbIX MEKIPYIIIOBBIX
pasanuuil oTHOCHTENbHO Masa ((opMasibHble OleHKH pasHoobOpasus MD 1o
M. ®©yry (Foote, 1993, 1994) 6susku — 31eCh Mbl He IIPUBOAKMM 9TH JAHHBIE),
MMOITOMY, HECMOTPSI Ha TIoJydeHHbIe (hOpMaJIbHbIE OIEHKHU, CJeyeT TPU3HATH,
YTO YyPOBHU MOP(HOPasHOOOPasksl y 9TUX TPYII PhIO B IIEJIOM COIIOCTABUMBI 10
BEJIMYIMHE, HO SBHO MMEIOT Pa3HyI0 HAPaBJEHHOCTH B MOpdornpocTpancTse. B
[eJIOM KOJMUYECTBEHHBII ypoBeHb MophopasHoobpasust (MD — morphological
disparity) obeux rpymi o ¢opme Teja, HeCMOTPS Ha pasHylo KOH(UIYpaiuio
UX OPIMHAT, OKa3aJicst MPUOIM3UTETHHO paBHbIM. [lo/pasiesieHre cpaBHUBae-
MBIX (DOPM TI0 TIPEAMOUUTAEMBIM IJIYOMHAM UJIH YAAJIEHHOCTH OT OGepera, Kak u
10 MeCTaM HepecTta: PeYHbIM WJIM O3€PHbIM, He BBISBUJIO KaKUX-JTHMOO0 BUIOBBIX
arperanuil 1 MHBIX TOAIIPOCTPAHCTB B 0611eM MOP(hOIIPOCTPAHCTBE.

Cpashenue pbIOOSIIHBIX 1 HEPHIOOSIIHBIX BUIOB 110 3HAYEHMSAM BUIOBBIX
OPZIMHAT BJIOJIb TIEPBBIX TPEX TJIABHBIX KOMITOHEHT M ITPUMEHEHUEM METO/1a MHO-
rOMEPHOTO HeMapaMeTPUYECKOro OJHO(MAKTOPHOTO IUCIIEPCHOHHOTO aHaIu3a
(NPMANOVA) noaTBepAnjio 3HaYNMOCTh MHOTOMEPHBIX PAa3JInduil 1o hopme
TeJa Mexay peiOosaHbIMU 1 HepbibosaabiMu ycadamu (F = 2.939; p = 0.0202
17151 10 000 TOBTOPHBIX TIEPECTAHOBOK).

AHaJIOTUYHO HA OCHOBE MHOTOMEPHOTO HEelapaMeTPUIecKoro AByxX(haKkTop-
Horo aucnepcrnonHoro aHanusa (Two-way NPMANOVA) riaBHBIX KOMIIOHEHT
dopmbl Tesa BoisgBiaeHa sHaunMast (p = 0.0053) cBsi3b (opMbI TETAa ¢ PHIOOSII-
HOCTBIO, HO HE TIO[TBEPsKIeHA CBI3b ¢ IIyOOKOBOAHOCTBIO (p = 0.5561). Takum
00pa3oM, PIGOSITHOCTh KaK OOIIUI TPYIITOBOi (hakTOP MPOSIBJISIETCS B OOIIUX
yepTax CTPOEHUS TeJIa, YTO BBIPAKAECTCS B CIIEIU(DIUECKOM CMETIEHUN CITUHHO-
O MJIABHUKA, MEHBIIIEH BBICOTE TeJIa, 0COOOM TIOJIOKEHUH U BBITSIHYTOCTH PhLIa
Y TPYIIIIBI PHIGOSITHBIX PBIO 10 CPABHEHUIO € HEPBIOOSTHBIMU.

[To maHHBIM O TPO(UUECKUX TPEAMOUTEHUSIX KaKAOTO U3 15 9KOBHUIOB,
UMeEIoIUMCS B I0KTOpcKoi auccepramu M. me Ipaada (2003), mbl poBesin ux
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OPJIMHATIMIO METOJIOM TJIABHBIX KOMIIOHEHT. B KauecTBe MCXOIHBIX TIePEMEHHBIX
OBbLIU B3SITHI JIAHHBIE O J0JIsTX (%) B OOIIEM CPEHEM PallMOHE MUTAHMS TAKIX
TPOPUUECKUX KOMITOHEHT, KaK PbIObI, HACEKOMbIe (MMAro), JUYUHKUA HACEKO-
MBIX, IBYCTBOPYATHIE U OTAEIBLHO OPIOXOHOTHE MOJLITIOCKH, 300ILIAHKTOH, (hrTo-
[UTAHKTOH, JIETPUT, MaKPOhUTHL. B maockocTu, 00pasoBaHHON TIEPBHIMU [IBYMsI
rJIaBHBIME KoMTIoneHTamu (oxosio 88% obrmeil ancmepcun) B TPOHUIECKOM
«9KOTIPOCTPAHCTBE» BBIJICIUIIUCH JIBE OOJIBIIKME arperali OpAWHAT, MPUHA-
Jieskarie peiOOsIIHBIM 1 HePBIOOsIHBIM BujiaM. (DakTHYecKu pedb UeT O JABYX
ux 06006IIEHHBIX HKOJIOTHYCCKUX HUullax. Ha ocHOBe TpoBeeHHON opanHaIim
[0 3HAUEHUSAM TJIABHBIX KOMIIOHEHT OBLIa TOJyYeHA CUMMETPUYHAs MaTpUIla
€BKJINJIOBBIX «TPOPUUECKUX» TUCTAHIIE Mexay akoBugamu. Ilocie ynanenms
JIMArOHAIN C HYJIEBBIMU 3HAYEHWSIMU JAHHBIE YACTHBIX TPODUYECKUX JMCTAH-
IV JIUTST Kask/IOTO 9KOBH/A GBI UCTOTB30BAHBI TIPU PacyeTe TIOKA3aTes TPO-
(uyeckoro pasHoo6paszus (ND) y rpyIin HepbIOOSAHBIX U PHIOOSIHBIX GOPM
(puc. 41). /lonosHUTETbHO OTIEHUITN PA3JIMUNs 110 BeJIMYNHE BHYTPUTPYIIITOBBIX
aucrnepcerii TpoIecKnX AUCTAHIINI MEKIY 9KOBUIAMU.

(a) Mepa BHyTpHrpynmoBoro pasHo-  (6) Jucnepcus BHyTPUTPYTIIOBBIX TpOhH-

obmasus Tpoduueckux Hum (ND) YECKUX JUCTaHIUNA MEXIy 9KOBUAAMU
759 1500 4
i T
70 1 1200 - T
65 ~ 1
60 900 -
55+ I 600 1 I
504
454 300
40 | 0 |

1 T
HepBIOOSIIHbIE  PHIOOSIHBIE HEpBIOOSIHBIE  PHIOOSIHBIE

"OxoBuabl" ycauei "OkoBuabl" ycaueit

Puc. 41. Cpejiaue BHYTPUTPYIIIOBbIE OIIEHKN pazHooOpasust Tpodbudeckux Hui — ND (a) u
BHYTPUTPYIIOBBIE [UCHEPCUU JUCTAHIMIT Mesky Tpodudeckumu Hutamu (6) y HepbIOOsiI-
HBIX ¥ PBIOOSIIHBIX 9KOBU/IOB ycadeil 03. Tana B dduonnu (¢ y4eTOM CTaHAAPTHBIX OMMOOK
+ SE).

Besmunna ND B rpymie HepbIGOSIIHBIX 9KOBHIOB OKas3alach 3HAUUMO
6oJibliie, yueM y porbostanbix (t = 4.1; d.f. = 208; p < 0.0001). 3ameTnM, 4TO OLEH-
Ka t-KpuTepusi BBIMOJHEHA 10 (DOPMYJIe JIJIST HEPABHBIX IUCIEPCUN BBIOOPOK.
[Tomydyennbie pe3ysibTaThl YKa3bIBAIOT HA TO, YTO B JIAHHOM 3KOIIPOCTPAHCTBE
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CpellHee PACCTOSTHUE MEKIY TPOMDUIECKUMU HUIIAMU HEPBIOOSITHBIX HKOBUIOB
ycaueit 3HauMMO GOJIbIITE, YeM 9TO HAOIOaeTCsT MesKy phiOosiiHbiMu, OpanHa-
TBI [TOCJIEIHUX aTPETUPOBAHBI B 9KOTMPOCTPAHCTBE B GOJBINEH CTENEHN, T.€. XHIIl-
HUYECTBO ONPeIEsieT OOIIbIee CXOICTBO X TPOMUIECKUX HUIIL

Jluctiepcust BHYTPUTPYIIIIOBBIX AUCTAHIINNA MEXKIY TPODUIECKIMHU HUIIA-
MU HEPBIGOSITHBIX M PHIOOSIAHBIX ycaueil Toske 3Haunmo pasimdaercs (F = 1.85;
d.f1,2 =112, 98; p = 0.002), HO B 3TOM CJIyYae MOJSIPHOCTD PA3JIUIUN U3MEHSI-
eTcsl Ha IPOTUBOIOJIOKHYIO, T.€. V PbIOOSIAHBIX AUCIIEPCHsT 3HAYNMO OOJIbIIIE,
yeM y HEPhIOOSAAHBIX. AHATOTMYHO Pa3/InyaloTCsa 1 BEJIMYMHBI KOO (MULUEHTOB
BapuaIMy BHYTPUTPYTIIIOBBIX AUCTAHIINN MEKITY TPOPUIECKUME HUIAMU: JIJIsT
HepbiGoaaubix — CV = 35.28 + 2.52, a aus peidosgansix — CV = 62.90 + 4.20
(T-rect @aurnepa-Kummnna = 43.26; oxunaemoe 3nauenue E(T) = 94.82;
z=-5.42;p<0.0001), T.e. y HepHIGOSIAHBIX KOA(DDUIMEHT BApHALIK CYIIECTBEH-
HO MEHbIIIE, YeM Y PbIGOsIIHbIX. JIPYTMU CJIOBaMU, B IPYIIIE HEPBIOOSIHBIX Ha-
6mogaercs cTabuabHO GOIbIINMI pa3dpOC OPAMHAT DKOBHJOB: GOJBIINHCTBO
JACTAHIUIT MEKY TPODUUECKUMU HUIIAME CTAaOMIBHO BEJUKO. Y PHIOOSIHBIX
(hopM OpAMHATHI JIOKATM30BaHbI B 11eJIOM OJIMsKe APYyT K ApyTy (60see KoMIak-
THO), HO TeM He MeHee PACIIOIOKEHBI B 9KOTIPOCTPAHCTBE HECTAOMIBHO — TO Ha
OTHOCHUTEJIEHO OOJIBIIIOM Y/IAJIEHUH, TO HAa MAJIOM, T.€. HUIIU PHIOOSIAHBIX MOTYT
OBITH U OIU3KUMU 110 TPO(DUIECKOMY CIIEKTPY, U PA3TUIHBIMU.

Takum 06pazom, OOJIbIIIE PA3JIUIUsT MO0 TPODUUECKUM HUIIAM COMPOBO-
JKJIAIOTCS OTHOCUTEIbHO HEeOOJIbIIMMK PasJnduaMu B (Gopme Tesa Hepbibo-
SITHBIX KOBUIOB, HO CYIIECTBEHHO MEHDBIITHE PA3JINYUs B CIEKTPaX KOPMOB ¥
PBIOOSIZIHBIX COITPOBOIKAAIOTCST OTHOCUTENbHO OOJIBIIUME Pa3IMdusMU B (popme
ux Tena. BeposaTHo, crennanansaus phiOOSIHBIX 9KOBUIOB K XUIIHOMY 00pasy
SKU3HE TOTPeOoBaja OTHOCUTENBHO 60JIblIell MOP(hOI0OrnIecKoi AusepcuduKa-
IUN.

O6paiaer Ha cebs BHUMaHUe elle oguH acrekT. B paborax M. Mappe ¢
coasr. (Farré et al., 2015; Farré, 2016) Oblia 1IpogeMOHCTPUPOBaHa CBsI3b 00U~
s (abundance) Bumos peib ¢ pasmenenneM ux B MopdonpocTpaHcTse. Mbl
MIPOBEJIN aHAJIOTUYHOE cpaBHeHue. Eciu pa3MecTuTh OPAMHATHI 9KOBHU/IOB HE B
HKOIPOCTPAHCTBE, & B MOP(MOIMPOCTPAHCTBE, UCTIOIB3YsT TJIABHbIE KOMIIOHEHTHI
(opMbI Tesa, Kak 9To OBLIO BHINOJHEHO HaMu paree (cm. puc. 396), HO gomoI-
HUTb 9Ty WHOOPMAINIO TaHHBIMU 00 UX OTHOcHTebHOM obminu (abundance),
TO OPIMHATHI, PACTIOJIOKEHHBIE TTO KPasiM MOP(OTIPOCTPAHCTBA, BO BCEX CIyJasiX
OyayT npuHaaieKaTh Harbosee 00MIbHBIM B coodiectBe akoBugam. CooTser-
CTBEHHO, OPJIMHATHI, OTHOCSIINECS K HauMeHee OOWJILHBIM BUaM, OYyAyT pas-
MelleHbl OJIrKe K HeHTPY 0011ero MopdoIpocTpaHcTBa. DTO ABJIEHIE HATJISIHO
[pezicTaBIeHo B MOPMOIpoCcTpaHcTBe, 0Opa3oBaHHOM OpAMHATAMU SKOBUIOB B
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MJIOCKOCTH TIEPBBIX /IBYX IJIaBHBIX KoMITOHEHT — PC1 1 PC2 (puc. 42). Opanna-
THI B IAHHOM CJIy9ae 0OLeNHEHBl B CeTh Hanboee MOpHOIOTHIecKn GIn3KIxX
9KOBHU/IOB, TOCTPOECHHYIO METO/IOM JIepeBa MUHUMAJBHBIX cBA3eit — MST (mini-
mum spanning tree). J[Jist KaXK0H OPAUHATEI IPUBOISITCS OTHOCUTELHOE 00U~
Jiie 3KOBU/IA TTPOITOPIIMOHAIBHO Pa3Mepy painyCcoB KPY:KKOB PAa3HOTO pa3Mepa.

I'maBHas kommonenTa 2 (PC2)
©)
0.06

0.04 -

crassibarbis

0.02 4 megastoma

intermedius tsanensis

dainellii acutirostris

0.00 -

-0.02 4

truttiformis macrophtalmus

-0.04 - [

1
02
O3

surkis

-0.06

-0.06 -0.04 -0.02 0.00 0.02 0.04 0.06
I'naBuast kommonenra 1 (PC1)

Puc. 42. Paszmermenue nanamapok (7—20) ua tene Labeobarbus intermedius (a) w opauHaius
HKOBUIOB ycaueii ((hopma Tesia poib Ipe/icTaBIeHa B BUjle KOHTYPHBIX PUCYHKOB — ay TJIaiiHOB)
B MOP(OIPOCTPAHCTBE MEPBBIX JIBYX TJIABHBIX KOMIOHEHT (6) ¢ y4ETOM MX OTHOCHUTENBHOTO
obusnst B coo01IecTBE, OTOOPAKEHHOTO KPyraMy PasHoro gunamerpa (OpAuHaThl MOpGhoIIo-
rudecku HanboJiee OIU3KUX BUJIOB COEJMHEHDI € TIOMOIIBIO JIePEBA MUHIMAJIbHBIX CBSI3€il —
MST): 1 — poibosanbie, 2 — HEPLIOOAAHbBIE, 3 — PACTUTEIbHOALHbIE.

Cuiefryer OTMETHUTD, 4TO TOT ke 3((heKT HAOIIONAETCS U B TPEXMEPHOM
MOPGOIPOCTPAHCTBE, 0OPA3OBAHHOM TMEPBLIMU TPEMSI TJIABHBIMU KOMITOHEH-
tamu. Kpaesbie skoBuzpl 60j1ee 00MIbHBL, 4eM OIU3KHE K LEeHTPaIbHOIl 4acTu
MopdortpocTpancTBa ([antbie Mbl 37iech He mpuoauM). [lockonpky M. Dappe
(Farré, 2016) BB JaHHBIIA (eHOMEH B MOPCKHUX COOOLIECTBAX PBIO, IPUYEM
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Ha pasHbIX IJIyOMHAX, a HAM YIaJI0Ch 3TO OOHAPYKHUTh B IPECHOBOIHOM 03, TaHa,
MO’KHO TIOJIATaTh, YTO MBI UMEEM JIEJI0 C IBOJIOITMOHHO-9KOJIOTMUECKON U 9KO-
MOP(MOTIOTHUECKOI 3aKOHOMEPHOCTBIO OOIIETO XapaKTepa.

Baskneiiiue 1151 coo01ecTBa BUAbI-JOMUHAHTDI, 0OMINE KOTOPBbIX Hanbo-
Jiee BEJINKO, 3aHUMAIOT B MOPGOIPOCTPAHCTBE KPaeBoe MOJIOKeHNUe, T.e. CyIIe-
cTBenno nuddepeHinpoBanbl APYT OT Apyra. Bropocrernemibie 1 0OTHOCUTEIHHO
MaJIO3HAYUMBbIE JIJISI COODIECTBA BU/IbI-CYOIOMUHAHTBI U PE/IKUE BUJIbI, UMEIO-
IMe HU3Koe 00MIIKeE, TATOTEIOT K IIEHTPAIbHOI yacTu 0611ero MophonpocTpan-
crtBa coobiectBa U Mopdosiorndecku AudhepeHInpoBatbl Apyr OT Apyra B
MeHbIIIell CTeNleHH, YeM OCHOBHbBIE BUJIbI-IOMUHAHTBI. VIMEHHO Tak 0OCTOUT €10
U C CUMIIaTPUYECKUMU 9KOBUIAMHU ycaueil 03. TaHa, GOJIBIINHCTBO KOTOPHIX OT-
HOCUTEbHO c1abo Mopdomorndeckn audhepeHInpoBatbl, HO pas3ieeHre nx
Ha TPYTITBI HEPBIOOSTHBIX 1 PHIGOSHBIX IO TPOGUYECKUM HUTITAM COTTPOBOIK/IA-
eTcst TBHOM MOP(GOTIOTMYecKOll cerperaiueil B COOTBETCTBUU C 9KOJIOTHYECKON
CIIeIUaIN3aInel, JOCTUTAONIEH MAaKCUMyMa y IOMHHHPYIOMINX 10 YUCJIEH-
HOCTHU BU/IOB. BBISBIECHHYIO 3aKOHOMEPHOCTD MOKHO OTIPEIETUTD KaK NPABULO
MAKCUMATHHOZO PACXONCOEHUST MOPPOHUUL 8UI08-00MUHANMOE 8 001eM MOPdO-
npocmparcmee coobuecmea. JlaHHoe siBIEHNE, T0-BUANMOMY, OTpakaeT s et
MOPHODYHKITHOHANBHON CHEUATN3aIllii U CIOCOOCTBYET YMEHBIIIEHUIO KOH-
KypeHIUH (B JAHHOM CJIydae MeKIy 9KOBUIAMU ).

MbI TaksKe OIEHIIN BO3MOYKHOE BJIUSHUE HA U3MEHYUBOCTD (DOPMBI Tesa
pbI6 TakuX (haKTOPOB, KAK MECTO MX HEPECTA B YCJIOBUSIX 03€Pa UJIU PEKH, CTETIEHD
YAQJIEHHOCTH OCHOBHBIX MecT obutanust ot 6epera (1 — MeJaKOBOIHBIE TPUOPEIK-
HblE, 2 — CO CpefHUMK TiIyOrHamMu, 3 — rryGOKOBOAHBIE OUOTOIIbI). JKOJIOTHU-
YeCKyI0 KIacCH(BUKAIUIO BUIOB MPOBEJIH 10 aHHBIM, B3STBIM U3 MYOJHUKATUN
ne Ipaada c¢ coasrt. (de Graaf, 2003; de Graaf et al., 2008, 2010). C nomousio
IBYX(aKTOPHOI MOZIETI MHOTOMEPHOTO HeTlapaMeTPHUUECKOT0 IUCIIEPCUOHHOTO
ananza (NPMANOVA) oneHuIu BarsgHIE PhIOOSIIHOCTH € YKAa3aHHBIMU BbIIIIE
JOTIOTHUTETbHBIMU (hakTOpaMu. B pesymbrare OBLIO yCTaHOBJIEHO, 9TO 062 /10~
MOJTHUTENFHO YITEHHBIX (aKkTopa: TIyGOKOBOAHOCTH OCHOBHOTO GHOTOMA 1 Me-
CTO HEpecTa B PeKax WJIN 03epe — He SIBJASIOTCS 3HAYUMBIMU TTPU MEKBUIOBOM
CPaBHEHUM U HE MOTYT PacCMaTPUBAThCS Kak o0IIast MpUYMHA TPYIIOBOI U3-
MEHYHUBOCTH (DOPMBI TeJIa, TOT/a KaK (hakTop PHIGOSIIHOCTH MPOSIBJISIET OCTO-
BEPHOE BJIMSIHUE B OOOUX CJIyYasix CPaBHEHUSL.

Takum 06pa3oM, PHIOOSIIHOCTh KaK TPYIIIOBON (HaKTOP TPOSBISETCS B
O0IIMX YepTax CTPOEHUS TEJIa, YTO BHIPAKAETCS B CHEU(MUIECKOM CMEICHUN
CIIMHHOTO TJIABHUKA, MEHBIIEH BBICOTE TEJIa, 0COOOM TIOJIOKEHUH U BBITSIHY TOCTH
PbLIa y TPYIIIBI PRIOOSIIHBIX PBIO 10 CPABHEHUIO ¢ HEPBIOOSAHBIMU. [TOCKOJIBKY
JIAHHBIN (haKTOP OKA3aJICcs BEAYITUM IPU MOP(OJIOTUYECKON 1 HKOJIOTUIECKOM
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nuBepcuuKaIy ycaueil B 03. TaHa, MbI YUJIM €T0 B a/ibHEHIIEM TIPH OCTPOe-
HUY TUIIOTETUYECKUX MOJIEJIEN MapajiieibHOl MOP(MOreHeTHuecKol 9BOJIOINT
mpeJicTaBuTeel TaHHOTO (hIIoKa.

AHaJIOTMYHbII aHAJIN3 TJIABHBIX KOMIIOHEHT 0 3HAYEHUSIM TPOKPYCTOBBIX
KOOPJUHAT, XapaKTepU3yOLUNX U3MEHUNBOCTb (DOPMBI TOJIOBBI PbIO, MOKa3all,
YTO B 9TOM cJiydae MOP(oJIornyeckoe pasnoobpasue okasanach OOJIblile B IPyII-
1ie puiGosiiHbIX puib (puc. 43). TlocseHee 06CTOATENBCTBO YKA3bIBAET HA TO, YTO
BeLy UM (haKTOPOM HETHITMYHOTO JIJIst KAPIIOBBLIX PhIO 9BOJIIOIMOHHOIO CTAHOB-
JIEHUsI PHIOOSIZIHBIX XUIHIUKOB cpean BUaoB (uoka Labeobarbus o03. Tana cra-
Jia BOBMOKHOCTH OBICTPBIX TIEPECTPOEK HE CTOJIBKO B Pa3BUTHM KOHMUTYPaIIUN
Tela, a, ckopee, Mopdorenesa yepera u roJioBel. [IpryeM Kak y HepbIOOSIAHBIX,
TaK ¥ y PhIOOSAHBIX IIpeacTaBuTes el dhioka mogobHas Oeictpas auddepeHim-
alMsl ¢ HBOJIIOIMOHHO-9KOJOTHYECKOH TOUKI 3PEHUsT MOKET ObITh 00y CI0BIEHA
JUIUTEJIbHBIM OTCYTCTBHEM B coo0miecTBe pbib 03. TaHa APYrUX THUIIMYHBIX Pbi-
GosanHbIx xunHuKoB. Kpome Beepa rekcariongnnix ¢popm duoxa Labeobarbus,
B 03. Tama mpUCYTCTBYIOT ellle TPU OJU3KUX TUMIOUAHBIX BUAa: Barbus humilis,
B. tanapelagius u B. pleurogramma, a taxxe suzast poga Garra: G. dembecha, G.
microstoma, G. tana u Oreochromis niloticus, KOTOpPbIE BBICTYMAIOT B TOM YHCJIE
B KaueCcTBE OCHOBHOTO WJIM MOTEHI[HAIBHOTO TPOMUIECKOTO pecypca st O0Ib-
mux porbosganbix ycaueii (de Graaf et al., 2007, 2008, 2010).

MBI MOMBITATIKCE TT0 HYKJIEOTUHBIM CHKBEHCAM MUTOXOH/IPUAILHOTO TeHA
LUTOXPOMA b COOTHECTH MOJIEKYJIIPHO-TeHETUYeCKOoe pa3Hoobpasre MophoTu-
OB JaHHOTo (GJI0Ka PO ¢ YPOBHEM CBOe0Opasus OMMKANIIEro K HIM THUIIMIHO-
ro Buga Labeobarbus ethiopicus (puc. 44).

Ecim onieHuTh ypOBHU MOJIEKYJIIPHOTO Pa3HOOOPA3Usl CPABHUBAEMBIX 9KO-
BUZOB B 00LIEM MOJIEKYJIIPHO-TEHETUYECKOM IIPOCTPAaHCTBE (KaK aHAJIoTe MOp-
(ormpocTpancTBa) ¢ MOMOIILBIO TIOKA3aTe sl MEKIPYIIIOBOTO pasHoobpasust MD
(Foote, 1993, 1994; Zelditch et al., 2004), To npakTHYeCKu BCe MPeACTABUTE/IH
(bJIoKa UMEIOT MOYTH Ha TOPSIOK BeJUUUH MeHblee sHaueHre MD, uem G-
sKalil tunaHbnii Bug L. ethiopicus. TakuM 06pasoM, JIeiiCTBUTEIBHO CJIeLyeT
TOBOPHUTH O KpaliHe HU3KOM reHeTHuecKoM pasHooGpasun (genetical disparity)
npezcrasuteseii ¢huoka Labeobarbus o3. Tana.

MHTEpecHO GBIJIO COMOCTaBUTH MOP(HOJOTHIECKOE U TEHETHUECKOE PAa3HOO-
6pasue BunoB daoka Labeobarbus 03. Tana. JIJ1s1 9TOH 1eJId Mbl UCIIOJIb30BAIU
3HaueHus ryiaBHBIX KomTioHeHT (PC), XxapakTepusyronmx nu3MeHIuBOCTb (Hop-
MBI TOJIOBBI PbIO, 110 KOTOPBIM BBIYUCJIUIINA 0GOOIIEHHY 0 MATPUILY MEKBUIOBBIX
JVCTAHIINI B €BKJIWIOBOI MeTpUKe MeKIy 15 mpepctaButesiMu uroka. AHamo-
IMYHYIO MaTPHILYy AMCTAHIMNA TIOJIYYNJIM 110 3HAYEHUSIM OPAUHAT BUIOB Ha OC-
HOBe Tpex ocelt uamepernii (Dim1-Dim3) nmpu MHOrOMepHOM HEMETPUYECKOM
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Puc. 43. MexkBuioBast U3MEHYUBOCTH (POPMBbI TOJIOBBI HEPBIGOSIHBIX (UePHBIE KPYHKKH) U Pbl-
GostiiabIx (Gesble KpyKRKi) ycadel 03. Tana B MOpGOIpocTpaHCTBe, 00PasOBAHHOM OPANHATA-
MU «dKOBHIOB» BJOJIb EPBBIX Tpex ryaBHbIX KoMroueHT (PC1-PC3). [Tokaszambl kapKacHbie
KOH(UIypanuy ToJIoB, COOTBETCTBYIOIINE KPAHNM 3HAUCHUSAM BJOJb BCEX TPEX ITIABHBIX
KOMITOHEHT (BHM3Y CIIpaBa IPUBE/IEHAa CXeMa PacCTaHOBKH JlaHAMapok). Hymepaius Bugon
cooTBeTcTBYyeT Tabu. 9.

MIKQJIMPOBAHIK HYKJIEOTHIHBIX CUKBeHCOB reHa nuroxpoMa b mr/IHK. Koppe-
JIALMOHHOE CpaBHEHKe 00enX MaTPUI] JUCTAHIUI IPOBEIU METOLO0M MaHTeJIs.
Okazajioch, 4TO IIPH JIOOBIX HCIIOJIb3YEMbIX METPUKaX K0d(MUIUEHT KOppeis-
mn R Mexay mMarpuiiaMu MOpMOJIOrHUECKUX U MOJIEKYJISIPHO-TEHETUYECKIX
JMCTAHIMI OB CTATUCTUYECKK HE3HAYMM U OJU30K K HyJIt0 (HallpUMEp, B €B-
kangoBoit merpuke R = —0.016; p = 0.5137).

Taxum 06pazoM, FeHETIUYECKOE PA3HOOOPa3e [0 HYKICOTUIHBIM CUKBEHCAM
reHa uToxpomMa b 1 MopGoIOTHIECKOe PasHOOOpasue Mo IJIaBHBIM KOMITOHEH-
TaM (GOPMBI TOJIOBBI PHIO MPAKTUYECKY He MPOSBUIN KAKOU-T1O0 KOPPEJIsIin-
OHHOH cBs3u. [109TOMY MOKHO OBLIO OKUAATh, YTO MPU MOPDOJIOTUIECKOM
KapTUPOBAHUU TE€X WM MHBIX BEPCHUl MOJEKYJISAPHBIX (DUIOreHnil oOHapysKe-
Hite (DUTIOTEHETUIECKOTO CUTHAJIA JIOJIKHO OBITh 3aTPYAHEHO UM HEBO3MOKHO,
O[IHAKO [0 9TOIl JKe IPUYMHE BIIOJHE MOKHO ObLIO BBISBUTH IapalieIn3Mbl
MOP(OJIOTUIECKUX IBOJIOIMOHHBIX U3MEHEHWH, T.€. MPOsIBJIEHE€ TOMOILIA3UU.
CirefioBaTeIbHO, OCHOBHOI MHTEPEC TIPH JaJbHEHIeM aHaln3e MaTepuaja co-
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T'enetnyeckoe pazHooOpasue (MD) cukBeHCcOB reHa uroxpoma b mT/IHK
0.05 -

0.04 4 _][

0.03 1
0.02 1

0.01 A

OM@MMMMMM

10 11 12 13 14 15 16
CpaBHHBaeMBIe TaKCOHBI Labeobarbus 03. Tana u L. ethiopicus

Puc. 44. OteHka TeHETHYECKOTO PasHOOOpaskst HYKJICOTHUHBIX MOCIE0BATeIbHOCTEN TeHa
uuroxpoma b mt/THK 15 akoBunos duoka Labeobarbus 03. Tana u tunimaHoro GJM3KOr0 BUIQ
L. ethiopicus (16) mo MD-miokasaresio pasnoodpasus Dyra (Foote, 1993, 1994), Bbruncienno-
MY JUISI KQsK/[OTO BH/Ia HA OCHOBE MATPUI[BI FEHETHYCCKUX P-IUCTAHIHIA.

CTOUT, CKOpee, Iaske He B TOUCKe (DIITOTEHETHYECKOTO CUTHAA, OCHOBAaHHOTO Ha
«MOJIEKYJIIPHO-TEHETUYECKON (hUIoTeHnn», a B OTleHKe MUHUMAJIBHOTO W MaK-
CUMAJTbHOTO YPOBHEH TOMOILIA3WH W TAPaJIIeJu3MOB MOP(OJOTHIECKON 3BO-
JHOIMK IIPU cCUMIIATpudeckoM (hopMooOpasoBaHuu ycadeil B ipejeiax o3. TaHa,
ocytecTBuBIeMcs Beero 3a 15 000—17 000 ser.

TeMm He MeHee Mbl [TOTIBITAJIUCH BbISIBUTH (DUJIOT€HETUYECKUI CUTHAJ Y TIPE]I-
craButedsieli yioka ycaueii 03. Tana B M13MeHUMBOCTH (DOPMBI UX TeJia U OT/ICJIb-
HO B U3MEHYUBOCTU (POPMbI TOJIOBBI. Pe3yibTaThl BEIUUCIEHUIT JIVIUH JIEPEBBEB,
YPOBHEI 3HAYNMOCTH (DUJIOTEHETUYECKOTO CUTHAJIA U BEJTMUYWH (DUIOreHeThye-
CKUX UHJIEKCOB B TIpoliecce MOPGOJIOTMUeCKOr0 KAPTUPOBAHUS TUTIOTETUIECKUX
(ustorennii B IpoCcTpaHCTBE TJIABHBIX KOMIIOHEHT TIpuBeaeHbl B Ta0r. 10.

B BepxHeil 11010BMHE TabJIUIIbI IPEACTAB/IEHbI COOTBETCTBYOIIUE 3HAYEHIIS
(pusoreHeTMUECKUX MH/IEKCOB MPU MOPGOKAPTUPOBAHNU JIEPEBBEB, TOCTPOEH-
HBIX JIJI1 MOP(MOIIPOCTPAHCTBA, XapaKTEPU3YIOIIEro pasHooOpasue (HopMbl Tejia
CPaBHUBAEMbBIX BUJIOB. /[Be BEPXHUE CTPOKH SIBJISIOTCS BCIIOMOTaTeIbHBIMU, TI0-
CKOJIBbKY B HUX TIPUBE/ICHBI MUHUMAJTbHAS M U MAKCUMAJIbHAST g ITTUHBI /IEPEBbEB
(TL), HeoOxoanmblIe J1Jist pacueToB. VI3 TabJIMIIbl BUIHO, UTO JJIsl TPEX BAPUAHTOB
MOJIEKYJISIPHBIX (DUJIOTEHUH HU B OJTHOM cJiydae (PUJIOTeHeTUIECKIH CUTHAT He
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Tabnuua 10. Jnunwt Oepesves (TL) Onst eunomemuveckux puiozenuil, OueHKa sua-
YUMOCTIU (DULO2EHEMUUECKO20 CUZHALA OJLSL (DOPMbL MELA U POPMbL 20JI06bL YCauell
03. Tana na ocnoge nepecmanosounozo (permutation) mecma u cpagnenue oepe-

8b€6 N0 BENUYUHE UHOCKCOB

BapuanTt pexoHcTpyKIuu [lnvna | p — ypoBenn | Dutorenernvyeckne WHIEKCHI
(usoreneTnyeckoro gepena 1o JiepeBa | 3HAUUMOCTH
HYKJICOTUAHBIM TocaenoBarenbHo- | (TL) | pumorenern-
cTsim rera ruroxpoma b Mt/JHK YeCKOro Cl RI RC H
curHaIA
®dopma Tena
MuHUMaJIbHOE J€PEeBO, 0.0195| <0.0001 - - - -
rnocrpoeHHoe metogoM ME
MakcumaibHOe (3Be3/IHOE) 0.0465 0.642 - - - -
JIEPEBO
ML — peKOHCTPYKIIUS METOZOM 0.0287 0.7471 0.670 | 0.635 | 0.425 | 0.330
MaKCHMAJIbHOTO TPABAONOL00S
NJ — peKOHCTPYKIIHS METOIOM 0.0340 0.9746 0.574 | 0.465 | 0.267 | 0.426
Guimskaiiiero cocesa
ME — peKOHCTPYKIIHS METO/IOM 0.0361 0.9781 0.540 | 0.385 | 0.209 | 0.460
MUHMMAJIbHON 9BOJIOIHN
IKoJsornueckas cerperaius puico- | 0.0217 0.0003 0.899 | 0.919 | 0.827 | 0.101
SITHBIX U HEPBIOOSIIHBIX ycaueit
JlepeBo cBsi3eil 9KOBUIOB 110 UX 0.0292 0.3958 0.667 | 0.640 | 0.427 | 0.333
MECTOOOUTAHWSIM
@dopma roioBbI
MuHuMaibHOE JIePeBo, 0.0845 | <0.0001 - - - -
mocTpoeHHoe MeTosioM ME
Maxkcumasibtoe (3Be3aHoe) 0.1871 0.5636 - - - -
JIepeBo
ML — pekoHCTPYKIINST METOIOM 0.1151 0.3838 0.734 | 0.702 | 0.515 | 0.266
MaKCHUMaJIBHOTO MTPaBIOMOA00MS
NJ — pexoHCTPYKIHs METOIOM 0.1258 0.5289 0.672 | 0.597 | 0.401 | 0.328
GunrKaliero cocena
ME — peKoHCTPYKIHST METOIOM 0.1414 0.9243 0.598 | 0.445 | 0.266 | 0.402
MI/lHl/lMH_]lbllOPl 9BOJIIOITUHN
Ikostornyeckas cerperaius poioo- | 0.1004 0.0485 0.842 | 0.845 | 0.711 | 0.158
SITHBIX U HEPBIOOSIIHBIX ycaueit
JlepeBo cBs3eil 9KOBU/IOB 110 UX 0.1154 0.2421 0.732] 0.699 | 0.512 | 0.268

MeCTOOOMTAHUAM

SIBJITETCST CTATUCTUUECKU 3HAYMMBIM, a BeJIMYMHA TOMOTLIA3UH, KaK U OKU/a-
JIOCh, BO BCEX BapUaHTaX CPABHEHUS BeJIMKA U YKA3bIBAET HA HAINYHE TTapaJiie-
JIN3MOB B 9BOJIIOTINY (DOPMBI TeIa.
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lTunoreTnueckue hroreHeTHIECKUE JIEPEBBST, TOCTPOEHHBIE MeToiaMu ML,
NJ u ME 1o HyKJIeOTHIHBIM CHKBeHcaM reHa iuroxpoma b Mt/IHK, cxomubl o
3HAYCHUAM (PUTOTEHETUYECKIX WH/ICKCOB, TTOKA3bIBAsI BBICOKWI YPOBEHb TOMO-
mazun (H) u auskuii — cunanomopdun (1o najexcam RI m RC). Mbl Takske 1mo-
CTPOWJIM [IBA BAPUAHTA JIEPEBBEB, XaPAKTEPUIYIONIUX 3aBEIOMO 9KOJOTHUECCKYIO
uepapxuio rpymr: 1 — gepeBo, yYuThIBaIoOIIee TOJbKO dKOJOTUYECKYIO cerpera-
U0 PHIOOSITHBIX U HEPBIOOSITHBIX YCAUEH, T.€. PA3IMIAIONIIXCST [0 TPODUIECKUM
Humiam (CM. BbIllIe); 2 — JiepeBo, TIOCTPOEHHOE 110 MATPUILE IKOJIOTUYECKUX JIUC-
taniuii B Metpuke paccrosguuii /[xk. layapa (Gower J.C.) 110 HeCKOJTbKUM Bax-
HBIM HKOJIOTHYECKUM XapaKTePUCTUKAM, B3ATHIM 13 paboT e [paada ¢ coast. (de
Graaf et al., 2007, 2008, 2010), orpaarouM IJIaBHBIM 06Pa3oM 0COOEHHOCTH
MecTooOuTaHuii sKoBUI0B. Harmomuum, uyto Merpuka paccrosuuil x. Tayapa
(Gower J.C.) mo3BoJiieT HOpMUPOBATh TlePEMEHHbBIE OTHOCUTETbHO MAKCUMAJTh-
HBIX 3HAYEHWH PsAZIa U JeTAeT UX COMOCTABUMBIMHE 0 pasMeprocTi. O6a 9K0JI0-
TMYECKUX JIEPEBA MOJTYyUEHBI € TIOMOIIBIO aJITOPUTMAa MUHUMAJIBHOM 3BOIONNN
(ME) B iporpamme Mega 5.1 Ha OCHOBE CHMMETPUYHDIX MAaTPHIL IKOJTOTHUECKIX
JIUCTAHITNH, TOCTPOEHHBIX TIO 3HAYEHUSIM TTIABHBIX KOMITOHEHT.

OTMeTHM, 9TO JIepeBbs, OCHOBAHHbBIE HA HIKOJOTMYECKUX TUCTAHIIUSIX MEK-
JIy BUaMHU, SIBJISIIOTCSI CBOCOOPA3HBIMU «(DUTI09KOTIOTHUECKUMIT» JIEPEBBSIMHU.
TockobKy 9KOBUBI (hitoKa (OPMUPYIOT 1T000KMe TaKCOIeHa, TO YCJIOBHO Ba-
PUAHTBI HKOJOTUYECKUX JIEPEBLEB MOKHO HA3BaTh TakKe (DHUJIOTIEHOTEHETHYe-
ckumu. HeoOX0AUMOCTD TIOCTPOEHUST TTO0OHBIX JIEPEBHEB BBI3BAHA TEM, UTO
ecsi MOpGONOTHYecKas AUBEPTEHITHs TIPH CUMIIATPUIECKOM (hOpMOOOpa3oBa-
HUK GyJIET CTPOTO COOTBETCTBOBATH CTAHOBJIEHUIO HEPAPXUYECKON CTPYKTYPBHI
CB43€l B 9KOJIOTMYECKOM MPOCTPAHCTBE BUOBBIX HUIII, TO TIPU KAaPTUPOBAHUN
ATOrO JiepeBa B MOPGHOIPOCTPaHCTBE OYAET MOJyYeH OTKIUK B BUAE 3HAYUMO-
ro «(hUIOTEHETHYECKOTO CUTHAMAY. [[PYTHMU CJI0BaMU, 9BOJIOIHST COOOIECTRA
10 GOPMHUPOBAHUIO ¥ OCBOEHUTO HKOJOTMYECKUX HUII MOKET OBITh OTpaskeHa B
MOPGhOTOTHYECKIX 0COOEHHOCTSIX CUMITATPIYECKIX BUIOB. Eciu Hatie yciaos-
HOE JIEPeBO, OTpaskaioliee TPUHAIEKHOCTh K TPYIaM PBIGOSIHBIX U HEPhI-
GOSIIHBIX ycadeid, MoJyYUT B MOP(OIMPOCTPAHCTBE OTKJIUK B BUE 3HAUMMOTO
«(DUJIOTEHETHYECKOTO CUTHAJIA», TO 9BOJIIOIIMOHHOE CTAHOBJIEHUE PHIOOSIIHOCTH
1 COOTBETCTBYIOIIEE el m3MeHeHne Mop(hoTeHe3a, TPUBO/ISIIEE K MapajieTbHON
AJIANITUBHON paxuanuu MophoTUTIOB (HJIOKA, MOKHO CBSI3aTh C KOJOTHUECKUM
JIaBJICHHEM COOOTIECTBA 1 IIEHOTHYECKUM KOHTPOJIEM.

Kak BugHo n3 1a6u. 10, y epBOro «9K0JIOTUYECKOr0» JepeBa, OCHOBAHHO-
r0 Ha Pa3nuusx TPOHUUECKUX HUII SKOBUAOB (CM. BbIIE), HAGIIOMAETCs ca-
mas kopotkas niuHa (TL = 0.0217) u cratuctuyecku 3naunmbiii (p = 0.0003)
CUTHAJI O XOPOIIEM COOTBETCTBUU MOP(OJOTHIECKIX pa3induii B (hopme Tesa

206



CUMIIATPUYECKOE ®OPMOOBPA3OBAHUE

ycadell CTPYKTYpe MepapXmiecKoro BEeTBJIEHNUs 3Toro jaepeBa. Bce dmiorene-
TUYECKUE WHAEKCHI MPU ATOM MMEIOT MaKCHUMAJIbHBIE 3HAUEHUS (JJIs TaHHOM
qacTu TaGJIMIBI), [IPUYEM BeJUYMHA WHIeKca romoruiasuu (H) camas Hus-
kast u coctasisier 0.101 (10.1%). CremoBaTenbHO, HAllla TUIIOTE3Aa O BEAYIIIEM
aKoJorndeckoM Gaxkrope GopMooOpazoBaHUs IKOBUIOB ycadel, CBA3aHHOM C
Tpouueckoii criermanusaleil, BO MHOrOM o/ TBepanIach. CpaBHUTEIBHO He-
BBICOKAs BeJIMYMHA TOMOIIJIA3UU TIPU 3TOM YKa3bIBA€T Ha TO, YTO MapaieTu3M
[IPU BKOJIOTUIECKOM (hOPMOOOPA30OBAHUYN MPOSIBUIICS JIUIITh OTYACTH U HUMEET
MECTO BBICOKHMI ypoBeHb aKoMopdosorndeckoii crenuanusdanuu. IIpossienne
FOMOTIJIA3KH, BEPOSITHO, B OCHOBHOM 00YCJIOBJIEHO OOIIUM pasjieieHueM ycadei
03. Tana Ha rpyTITBI PHIGOSIIHBIX U HEPBIGOSITHBIX 9KOBHIOB.

Bo BTOpOM BapuaHTe MPH OIEHKE 9KOJOTHYECKUX AUCTAHIUE 10 0COOEH-
HOCTSIM MECTOOOMTaHUH YUNTHIBAIN O3€PHBIN WIIH PEYHON TUTT HEPECTA, YIaTEH-
HOCTH OCHOBHOTO GHOTOMA OT Gepera, MpeAnoYnTaeMyto TIyOuHy, PIGOsSIHOCTD
1 obuJIKe B yIoBaxX. 3areM MaTpUILy 9KOJOTHYECKUX AUCTAHIIUN UCIIOIb30BAIN
JTSI TIOCTPOEHMST NePapXIIecKoro /iepeBa 9KOJOTUIeCKUX CBsI3el MesKay BUa-
M1 (hITOKa, Kak yske OBLIO OTMEUEHO BhiITTe. VITOTOBOE IEPEBO SBISIETCS OTpake-
HIeM Hambosiee BEPOSTHON MepapXimdecKoil yIOPSIOIeHHOCTH SKOTOTHIECKIX
HUIIT 9KOBHUIOB IAHHOTO TAKCOTIEHA, 00YCIOBIEHHBIX PACTIPENETEHUEM IO TIPET-
MOYUTAEMBIM MeCcTOOOUTaHUsIM, TTOTEHIINATBHO MOKHO OBLIO OXKH/IATh, YTO B
XO/Ie 9BOJIIOIIMOHHOTrO TTpoIlecca, CBI3aHHOTO ¢ aJIJallTUBHON pajinalneil ycauei
110 Pa3HBIM MECTOOOUTAHUSM U TIyOMHAM 03epa 1 BIA/IAIOIINX B HETO PEK, IIPO-
SABUTCS TAKOM K€ BBICOKUI 9KOTOTUYECKUH ((DUIIOTIEHOTEHETUYECKUI ) CUTHAIL.

OpHako, Kak BUAHO U3 TabJMIbI, 9Ta TUIOTe3a He ToATBepKaaercs. [l
fiepeBa, TIOCTPOEHHOTO 110 0COOEHHOCTSAM MECTOOOUTAHWIT ycadeil, CUTHAI, CO-
AEpKAIUIica B MOP(OIOrHIeCKUX 0COOEHHOCTSIX (hOPMBI TeJla, CTATUCTUIECKH
HesnaunM (p = 0.3958), a ypoBeHb rOMOIJIA3WH OKA3aJICs JOCTATOUHO BBICOK
(H = 0.333). CienoBareibHO MHOTHME MECTOOOUTAHUS IapajljieJIbHO WIN I10-
[IEPEMEHHO MOTYT CJIYKMTb PasHbIM 9KOBMJAM, T.€. IPOSBJLETCS HEKUI 9KO-
JIOTHYECKHIT MapajiieIu3M y oburaresieit GOMbIIX TIyOHH, MPUOPEKHON 30HbI
03epa MJIM TIOBEPXHOCTHOTO cJiost Bofel 1 T.71. M. zie Tpaad (2003) ormeuast, uto
HEKOTOPBIE 9KOBUIBI TIOTIEPEMEHHO HEPECTSITCS B OTHOM U TOM K€ MeCTe, HO CO
CZIBUTOM BO BPEMEHH, TIPA HTOM TaKOTO CHJIBHOTO 9KOJIOTUYECKOTO JIABJICHUS CO
CTOPOHBI COOBIECTBA PHIO, KaK B CIyUYae BIUSHUSI TPOGhUIeCcKOro hakTopa, B OT-
HOTIEHNH PA3HOKAYECTBEHHOCTH MECTOOOUTAHNH He HAOII01aeTCsT.

B maHHOM ciryuae Hanbojiee HHTEPECHO TO, YTO (PUIOTEHETUIECKUN CUTHAJ
1pu MOP(hOKAPTUPOBAHUU MOJICKYJISIPHBIX BADUAHTOB (PUIOTCHUI TTpaKTHIe-
CKH OTCYTCTBYET, T.€. MOJICKYJISPHO-TeHETHYeCKO (hpukcamu Mmopdosornie-
CKOIl ¥ 9KOJIOTHYECKOI nuBepcu(uKaIUy MIPeIKOBOTO Buaa Ha 15 9KOBUIOB
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3a 15 000—17 000 ser ¢ MmoMenTa o6pasoBanus 03. TaHa et He POUIOLLIO.
X0poIII0 U3BECTHO, YTO PAHO UJIH TIO3/HO MEJIKIE ONMOKU B HYKJIEOTHIHBIX I10-
CIeIOBATEbHOCTSX HAKATIUBAIOTCS U TIO3BOJISIOT CYZIUTD O CTEIIEHU dBOJTIOIH-
OHHOU TUBEPTEHINI U BPEMEHI OUOJIOTHYeCKON u30Jstiuu. [10-BUANMOMY, 3TO
OCYIIECTBJISIETCS] HAa 3HAYMTENHLHO OOJIBIIMX OTPE3KaX BPEMEHH, yeM ObLIO OT-
BeJleHO Ha JiuBepcudukaiuio ycadei B 03. Tana.

Taxrm 06pasoM, TTOJyUeHHbIE PE3YIBTaThl KOCBEHHO YKa3bIBAIOT Ha H0JIbIIee
COOTBETCTBUE 9KO/IEPEBA TPOPUUECKNX HUIT MOP(hOJIOTrHIecKoil uBepcuduKa-
MY, & 3HAYUT, 1 MePAPXUUECKON CTPYKTYPBI CBA3€H MEXK/IY dKOJOTMYECKUMU
HUIIAMHU, PA3MEIIEHUIO BUIOB B MOP(OIPOCTPAHCTBE, YeM 9TO 06ECIIeuyrnBaioT
MoJieKyJIsipHble hustoreHnu. bosee KopoTkoe aKkosI0THYECKOE JiepeBo (hopmaiib-
HO COOTBETCTBYET TPHUHIUITY HAMOOJbINEH 9KOHOMUY ([TAPCUMOHUM), T.€. TI0
MpaBUJIaM KJIQJUCTUKH MOKET CYUTAThCs Oosiee MpaBaomoao6HbiM. [1o cpas-
HEHUIO ¢ MOJIEKY/ISIPHBIMU JI€PEBBSIMU JIJIST 9KOJOTHYECKOTO JiepeBa Goee BbI-
COKMMMW OKa3bIBAIOTCS M 3HaueHus duorenetnyecknx waaekcos CI, RI n RC.
[TocsieHee Takke yKa3bIBAaeT HA TO, UTO (hUJIOTEHMS ycadell 03. TaHa, oTpaskeH-
Hast B (hopmMe UX Tejra, 00yCIOBICHA B IEPBYIO 0U€Pe/ib OOIUMU TPODUIECKIMU
Y JIVTITD 3aTeM CTIen(PUIeCKIMI 9KOJIOTO-TIEHOTUYECKUMU (haKTOPAMU.

DopmasbHO HoJiee YCTOWYMBBIM SIBJISIETCS U YCJIOBHOE JIEPEBO, XapaKTepu-
3yIoIIee 9KOJIOTUIECKYIO CEeTPeraruio BU0B 110 Tpoduueckum Hutmam. CTpyKTy-
pa aTOro JIepeBa HKOJOTUUECKOI cerperaiuu mo peibosiiHoCTH (S') B CpaBHEHUT
CO CTPYKTYPOIl MUHUMAJILHOTO (M), MAKCUMAJILHOTO (g) U OTHOCUTEJIBHO KO-
POTKOTO OpUTHHATBHOTO (s) — ML-MoJsiekysipHOTO /iepeBa, TpejicTaBieHa Ha
puc. 45 B TUIOCKOCTH TIEPBBIX JBYX IJIABHBIX KOMIOHEHT (hOPMBI TeJia Poil.

HecmoTpst Ha 60JIBIIYIO BEJTMYUHY J€PeBa 9KOJOTHYECKON Cerperamnuu 1o
PBIOOSITHOCTH 32 CUeT IBYX 0o0JsiacTeii, Co/leprKaliX /[Ba Beepa BETBEH, HCXO/Is1-
IIUX OT IPYIIIOBOTO I[EHTPa K BUIOBBIM OpPAIMHATAM CBOEH IPYIIIbI, Y JaHHOTO
JlepeBa 1Py IIepecTaHOBKaX BeTBelH BO3HUKAET YCTOMUYUBOCTb., ITO IIPOUCXOIAUT
MOTOMY, YTO OPANHATHI PHIOOSITHBIX U HEPHIOOSIIHBIX BUIOB TATOTEIOT K PA3HBIM
MOAIPOCTPAHCTBAM 06IIEr0 MOP(OTPOCTPAHCTBA U TP TIOBTOPHBIX CTYIalHBIX
[epecTaHoBKaxX BeTBel o6Ias CTPYKTypa JepeBa U ero JJInHa TOYTH He MEHsI-
torcst. TToaTomy 00a jiepeBa, XapaKTepu3ayIoliie NePapXuio CBs3eil a9KoIormde-
CKUX HUII BUIOB, KOCBEHHO YKa3bIBAIOT HA TO, UTO BEAYIIMM HBOJIOIUOHHBIM
(haKTOPOM TIPU CUMIATPUUECKOM (hOPMOOOPA3OBAHNH SIBJISIETCS DKOJIOTO-T[CHO-
THUECKUH (PAKTOP, T.€. B3AUMHOE 9KOJOTUIECKOE IaBJIEHIE YWICHOB COOOIIECTBa,
BBI3BIBAIOIEE KaK TTapaJyie/IbHble, TaK U crieliuduieckre MOphoJIoTHIeCKIe U3-
MEHEHUS Y BUIOB COOTBETCTBEHHO MX AKOJOTMUYECKUM HUIIIAM U MOP(hOHUIIIAM.

JasbHelmii anaau3 qasnHbix Tabu. 10 1711 TeX sKe BApUAHTOB MOJIEKYJISIP-
HBIX M 9KOJIOTMYECKUX JIEPEBbEB, HO KAPTUPOBAHHBIX B MOPMOIPOCTPAHCTBO
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(a)
I'naBnast komnonenTa 2 (PC2) FSISBHaﬂ kommoHeHTa 2 (PC2)
0.08 .
0.06 0.06
0.04 0.04
0.02 0.02
0.00 0.00
-0.02 -0.02
-0.04 -0.04
-0.06 12 -0.06
-0.04 0.00 0.04 -0.04 0.00 0.04
I'naBnast komnonenta 1 (PCI1) I'naBHas komnonenta 1 (PC1)
() I'nmaBHas kommnonenTa 2 (PC2) () I'maBHast komnonenra 2 (PC2)
0.08 8
0.06 5
0.04
o3
02| 14 N ¥
7 4
Roo 1
0.00 6
-0.02 s/ 8 9
2
-0.04 13
-0.06 12 -0.
-0.04 0.00 0.04 -0.04 0.00 0.04
I'maBHas kommnonenta 1 (PC1) I'maBnas xomnonenta 1 (PCI1)

Puc. 45. Pesynsratel MOphOKapTHPOBAHUST PA3HBIX BAPHAHTOB (DUIOTEHETHYECKUX /IEPEBHEB:
(a) — muruMasbHOE IepeBo (m); (6) — MakcumasbHoe fepeBo (g); (B) — OPUTHHAIIBHOE [IEPEBO
(8), OJIyUeHHOE TI0 MaTPHUIIE MOJIEKYJISIPHBIX P-ANCTAHIINI METOOM HAOOJIBIIIETO TIPABIOTIO-
no6ust (ML); (r) — 1epeBo 9KOJIOrHUeCcKoii cerperaiuu o pbiGosHOCTH (') B IPOCTPaHCTBE
TIEPBBIX JIBYX IJIABHBIX KOMIIOHEHT (hOPMBI Tesia, 00pa3s0BaHHOM BUIOBBIMHU Op/HAaTaMu (hJio-
Ka ycaueii 03. TaHa (pbIGOsIIHBIE TOMEUEHBI GEJIBIMU KPYKKAMI).

TJIABHBIX KOMITOHEHT (POPMBI TOJIOBBI ycaueil, ITOKa3bIBAET CXOAHYI0 KapTuHy. 1
B 9TOM CJIydae 9KOJIOTHYECKOe JePeBo, OTpaskaloliee NePapXuio CBsI3eil aK0JI0-
TMYECKUX HUII BUJIOB, SIBJISIETCSI MUHUMAJIBHBIM 110 CPABHEHUIO € MOJIEKYJISIP-
HbIMU JiepeBbaMn. Munnmanpaa y Hero u jqumHa (TL = 0.1004), a BeposgTHOCTD
obHapysKeHust 60Jiee KOPOTKOTO JIepeBa B [IEJIOM CYIIECTBEHHO MEHBIIIE, YeM TSI
MOJIEKYJISIPHBIX JIEPEBBEB, M (DOPMAIBLHO COOTBETCTBYET MEPBOMY YPOBHIO 3HA-
gumoctu (p = 0.0485). Bennunna nHpekca roMoIia3uy B 9TOM CJydae, Kak u
1uist hopmbl Testa, Munnmanbaa (H = 0.158) cpenu Bcex BapuanToB (hopMaIbHBIX
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¢unorennii (3navenus H BappupyioT ot 0.266 110 0.402). Bropoe skonormueckoe
JIEPEBO, TIOCTPOEHHOE TI0 OCOOEHHOCTSIM MTPEANIOUUTAEMBIX MECTOOOUTAHUH, He
BBISIBUJIO 3HAUMMOTO CUTHAJIA 10 (hopMe TOJIOBBI ycadell, Kak 9T0 HabJI01aI0Ch
1o opme ux tena. MIHTEpecHo, 4To B 3TOM ciiydae it (popMbl TOJIOBBI, KaKk 1
1t (DOPMBI TeJia TIPU BCEX BEPCUSIX MOJIEKYJISIPHBIX (DUIOTeHUI XapaKTepeH
HarOOJIBIINI YPOBEHD TOMOILIA3UH, T.€. POPMAILHO, B COOTBETCTBUY C TPAUIIN-
OHHBIMU TEHETUUYECKUMU TIPEACTABICHUSIME, HAOTIONAETCS MapaJlIeIu3M 9BO-
JIOTIMOHHBIX MOP(hOTEHETHYECKUX U3MEHEHWIT Y OIIPe/IeIeHHON TPYIINbI BULOB.

Takum 06pazoM, mpu cuMmaTpudeckom GopMooOpasoBaHUK ycadel 03.
Tana umenno Tpodudeckuii (HakTop, CBSI3aHHBINH ¢ HEOOXOIMMOCTHIO BO3HUK-
HOBEHUSI B COOOIECTBE COOCTBEHHBIX PHIOOSIHBIX XUIIHBIX BUIOB, GBI OCHOB-
HBIM JIBVDKYIITIM 9BOJTIOIMOHHO-9KOJOTMYECKUM (PaKTOPOM, KOTOPBIH TPUBET
K ObICTpO B3auMHOMU auBepcuduranuu 6uomopdorumnos (6uomopd) ycaueii.
CuMmarpruyecku BO3HUKINUE 32 CPABHUTETBHO KOPOTKOE BPEMST PHIOOSI/HbBIE 1
HEpBIGOSIIHBIE YCauH TIPH BHIOOPE TPOMDUIECKON cTpaTernu B cOOBIIECTBE MPH-
o6pesn MoporeHeTHYECKIEe U3MEeHEHNsT OPMBI TOJIOBBI U TEJIa, YTO MO3BOJIN-
JIO Pa3HbIM MOP(MOTUTIAM CTIEIUATU3UPOBATHCS B MUTAHUN BCEMHU OCHOBHBIMU
pecypcamu. Beren 3a mocTymHBIMU pa3HbIM MOPGhOTHIIAM pPeCypcaMu ycauu
03. TaHa MPOCTPAHCTBEHHO PACIIPEIEIIUCH 0 MPEANOUYNTAEMBIM OHOTOTIAM,
(opmupyst pasnble aKOJOTHYECKHE HUIHM. TOuHee BBIPasKasich, OHU CO3IAJIN
MIPOCTPAHCTBO CBOMX HKOJOTMUYECKUX HUIIN 32 CUtT HANPABJICHHBIX N3MEHEHUN
Moporenesa. Cpenu HUX, KaK yKe OTMEYAIOCh, BCTPEYAIOTCS BUIBI CO CXOJI-
HBIME TPeOOBAHUSIMU K Cpelle, HO, Kak MoKasaiu uccaenosanust M. e Tpaada
¢ coaBT. (de Graaf et al., 2008, 2010), B pastbie Ce30HbI ¥ Pa3HOM BO3PacTe OHU
MOTYT PACXOMUTHCS TI0 OMOTOTIAM, T.€. UX CXO/HbIE TOMYECKHe U TPohHIeCKIe
HUIIN Pa3oOIIeHbI BO BDEMEHH.

B 3aksiouenre paccCMOTPUM TIPUMEP PEKOHCTPYKITUH MOP(MOTEHETHIECKUX
M3MEHEHWIT Ha TIOCIIE0BATEbHBIX JTANaX JBOJIONMOHHBIX TIPe0OpPa3oBaHMil
(hOpPMBI TOJIOBBI ycaueii, KOTOpbIe COTPSIKEHB! ¢ yaaamu (nodes) U TepMUHATD-
HBIMU BETBAMHU (UITOTEHETHIECKOTO iepeBa. B kauecTBe TaKkoTo JiepeBa UCIOIb-
3yeM MOJIEKYJISIPHOE (DUTOTeHETIUECKOe JIepeBO (hJIoKa ycadeii, TOCTPOEHHOE TI0
MaTpuile TeHeTHIEeCKUX p-auctanimii MetooM NJ (puc. 46).

Boriie MBI yoke oTMedasni, 9TO HU OJIHA W3 BEPCHH MOJIEKYJISPHBIX (hUJIO-
TeHUli ycadeil /0 HACTOSIIETO BPEMEHW He BBISBUJIA HAJIEKHBIE MapKepbl, MO-
3BOJISIIOIINE TOJYYUTh JIETOMHUCH UX OBICTPBIX IBOJIIOIUOHHBIX M3MEHEHUIl U
(unetmueckux cBaseit. Tem He MeHee IocTapaeMcs UCHOJIb30BATh JaHHOE Jie-
PEBO IS Tiesiell PEKOHCTPYKIIUU TIOCTIEIOBATEIbHBIX ATAIOB MOP(hOTIOTNIECKUX
U3MEHEHWI, OTIMPasiCh Ha TPorpaMMHbIil KoMiieke Morpho]. Ha puc. 47 npu-
BeJ/leHa CXeMa M3MEeHEHUI KapKacHbIX KOH(UTYPAIUii TOJIOBBI ycaueii, MocTpo-
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Labiobarbus

® L. acutirostris

2 4 —® L. dainellii
S truttiformis

6 L. longissimus

L. tsanensis

L. megastoma

8 [—® L. brevicephalus
L e L. platydorsus

Root 13 L. crassibarbis
o0 7 12 L. nedgia
Barbus \ - edg
ethiopicus 10 L. macrophtalmus
BN

L. gorgorensis

L. surkis

L. gorguari

L. intermedius

Puc. 46. Monekysisipnoe husoreneTndeckoe gepeBo (hyioka ycadeii, IocTPOeHHOe 110 MaTpHIle
FeHeTUYECKUX p-AUCTAHIUI MeTosIoM NJ.

€HHBIX C TIOMOTI[BIO JIMHUH, COEJIMHSTIONNX MEXK/Y COOOU OT/IeTbHBIE JIAHIMAPK.
BHusy pucyHka B COOTBETCTBUU €O CTPYKTYpoil NJ-mepeBa padmelnieHa peKoH-
CTPyUpPOBaHHAs KOH(MUTYpAIUs FOJOBbI YCJIOBHOM IIPEIKOBOM (hopmbl, cOBMe-
menHoii ¢ kopHeM (Root) mannoro nepesa. /lanee mpuBeieHbl PEKOHCTPYKITUN
TaKUX KOH(UTYPALUIi 1715 [IoCcIe10BaTe IbHOI yepebl y3/0B aepesa (nodes), Be-
JIYTIUX K TEPMUHATBHOU BETBU perieHTHOT0 MopdoTuma L. acutirostris. Xopo1io
BU/IHO, YTO OT IIPEJKOBOI CTQJIMKM K TePMUHAIBHON (Dase 9BOJIOINOHHBIX MOP-
(oreHeTHYECKUX TIPE0OPA3OBAHUIT TPOUCXOAUT MOCTENEHHOE CY;KEHUE TOJIOBBI
U BBITSATUBaHKE PhLJIA JAHHOTO PbIGosiIHOTO MopdoTuiia. Jpyroi myTh Mopdo-
TEHETUYECKUX MEPECTPOEK HUIET OT MPEeIKOBOH (hOPMBI K TEPMUHAILHON BETBU
perieaTHOTO MOpdoTuta L. intermedius. BUHO, 4TO B 9TOM cJiydae mepecTponKu
KOH(DUTYPAILUU HEBEJIUKH, T.€. 9TOT MOPMOTHII OIM30K K PEHOTUITY MIPEAKOBOI
nucxo/iHoit (hopmnl ycaueii 03. Tana. /leficTBUTENBHO, CY/Is 110 CTPYKTYPE JIePEBA,
BETBb JJAHHOTO MOp(oTHUTIA sIBJIsieTcst GazaabHOU. VI3BeCTHO TaKiKe, YTO B JPY-
roM OJIU3KOM TOPHOM 03€epe DPUOIHIK BCTPEUAETCS TOJMBKO L. intermedius. JIpy-
rre MophOoTHTIBI (hjloKa ABISAIOTCS CTPOTUMU dHAEMUKaMK 03. TaHa.

Ucnonb3yss MeTos Teomerpudeckoil mMopdomerpuu st 1iejieil peKoH-
CTPYKIIMM y3JIOBBIX COCTOIHUI (PUIOTEHETHYECKOTO JIepeBa, a TakKe B caydae
[IPOABJICHUS 3HAYUMOTO (DUIOTEHETUYECKOrO CUTHAJIA Y TeX UM MHBIX MOPGO-
CTPYKTYP, MOJKHO BU3YATU3UPOBATD ITyTH 9BOIIOINOHHBIX MOP(HOTEHETHYECKUX
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L. acutirostris L. intermedius
®

Penentnas gopma

L. acutirostris

RootT
Node 1 .

L. intermedius

% Y

Root
° (npenxoBast
dopma)

Node 2
Node 1

Puc. 47. PeKOHCTPYKIS MTOCTE0BATETBHBIX MOPMOJIOTHYCCKIX M3MEHEHIIT KOH(MUTYPaIITH
roJioBbl ycaueir ot npeakosoro Buaa (Root) uepes srambl, npusssanubie K ysiaam (Nodes)
(bustoreHeTHYECKOTO JIepeBa, K TePMUHAIBLHBIM PEIEHTHBIM (opMam: pbiGosiiHOMY BULy L
acutirostris u nepbibosiiHoMy L. intermedius, canraiotemycst Hanbosiee GJIM3KUM K TTPEIKOBOIL

dopwme.

MEPECTPOEK, OTPAKAIONIUX MOCJIEOBATEIbHBIC 3TAMBI MX MOPGhOIOTUIECKON
sBOJIOIMH. B pyciie reoMeTpuueckoii MOpHOMETPUN OH MOKET OBITh MOJIe3eH
MAJICOHTOJIOTAM JIJIST PEKOHCTPYKITMK TIPEIKOBBIX U y3J0BbIX (nodes) craauit
¢usoreneruveckoro gepea. CpaBHeHNEe reOMeTPUYECKUX KOH(MDUTYPAIUIT MOP-
(omornyecknx 0OBEKTOB, TPUHAJIEKANMX COOTBETCTBYIONIMM TaKCOHAM, I10-
3BOJISIET OIEHUTh MacIiTab MOPHOreHeTHYECKIX U3MEHEHUIT, CBA3AHHBIX C TEM
WJTH UHBIM (DparMeHToM (UIOreHeTHIEeCKOTO JiepeBa.

B macrosiiiee BpeMst, BEPOSTHO, CAMBIME OBICTPBIMU TIpolieccamMu (op-
MOOOPA30BaHMsI y BBICITHX JKUBOTHBIX MOYKHO CUMTATH SIBJICHUS TIEPECTPORKN
MopdoreHesa MpH UX goMecTukanuu. HamoMHIM, 9TO B UTOTE MCTOPUIECKOTO
mporiecca JOMECTHKAIN COOaK M BHIBEJEHUH YEIOBEKOM COTEH X MOPOJ pas-
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Max MOPGOJOTUIECKUX PA3IUIHIT MEKIY TOPOAaMU 0 (hopMe 0CEBOTO Yepera
OKA3aJICsT COTIOCTABIMBIM C PA3MaXOM PA3JINIHI MEKIY TIPEICTABUTEISIMI BCETO
orpstaa xumiabix Miaekonutaonmx (Drake, Klingenberg, 2010). VccienoaHust
A66u [Ipeiik u Kpucrnana Kinunpkenbepra nmokasaiu, 4To IOTeHIMa) ObICTPhIX
MOP(HOTEHETUIECKIX TIEPECTPOEK KUBOTHBIX OUEHD BBICOK. [loaToMy Tpn cHsATHI
KOHTPOJISI CO CTOPOHBI OMOTHYECKOTO COOOIECTBA U MCKYCCTBEHHOU CEJIEKTUB-
HOW cerperamuy Ipollecca PasMHOKEHHUST 3a CPAaBHUTETHHO KOPOTKHE MUCTOPU-
yecKre XapaKTepHble BpeMeHa MOKHO CYIIECTBEHHO MEPeCTPOUTHh MOpdoreHes
JKMBOTHBIX. AHasormdHbie 3(h(eKThl HelaBHO OOHAPYIKUIIN Y TIOPOJ] CKAJIUCTOrO
roy0Ost U BUZOB AUKUX roy0eil Ha OCHOBE COYETaHMsI METOLOB TeOMETPIYECKON
MOpPMOMETPHHM 1 OIIEHKU MOJIeKYIApHbIX uorernii (Young et al., 2017).

B mnamewm ciyyae mipu cpaBHenuu ycadeii 03. Tana curyaliust poTHBOIIO-
JIO’KHA TI0 MEXaHN3MY, HO BO MHOTOM aHAJIOTUYHA 110 pe3ybrary. [Ipu cummatpu-
yeckoM (hopmMooGpasoBaHun ycadeil B 03. Tana npoucxoaut auddepeHuanus
MOP(hOTEHETHYECKIX TPAEKTOPUH, TPUBOASIINX K MOSBIEHUIO HOBBIX MOP(O-
THIIOB, BHIMOJHAIONMX HEOOXOANMbIE 9KOJIOTHYECKEe (DYHKIIMY B H3HAYATBHO
00€IHEHHOM TIO BU/IOBOMY COCTaBY U JIMIIEHHOM XHUIIHBIX PHIOOSIHBIX (hOpM
coobrecTBe poib. BroTnueckoe coO6IIECTBO B TAHHOM CJIydae KOHTPOJUPYET
BO3HUKHOBEHHE TPYTIITHI XUIHBIX PHIOOSIHBIX ycaueii, 00eciieunBaeT ux pasHo-
obpasue U BOSMOXKHOCTH € WX [TOMOIIIBIO YTUJIM3AINHN TeX MM HHBIX BO30GHOB-
JITEMBIX OUOTHUYECKUX PecypcoB. MophOTHUIIBI ycadell BHICTYIIAIOT B POJIH HEKUX
PasHOOOPa3HbIX M <CIEHAJbHO CO31aBaeMbIX» OMOTHYECKMM COOOLIECTBOM
«OMONHCTPYMEHTOBY, HCIIOJIb3YEMBbIX 1 ZOOBIBAHUS 1 IIePePAOOTKH TeX MM
HHBIX ero OOPecypCoB.

Ha nporexanune sToro aBoIoIMOHHOrO IIpoliecca cooduecTBo prid 03. Tana
«aoTparuiio» He 6osee 15000—17 000 set, a ckopee BCero, 3SHaYNTEIbHO MEHbIIE
(110 aHAJIOTUM CO CKOPOCTSIMHU M3MeHeHUsI MopdoreHes3a Mmpu IOMECTUKAIIUN 1
nopogoobpasosanun cobak (Drake, Klingenberg, 2010), aHanornynbix mpouec-
cax y roay6eii (Young et al., 2017) wuu npu uarpoxykinu ongarpbl (Bacuibes
u 1p., 2014, 20166)). HeBeposTHO BBICOKas CKOPOCTh M3MEHEHMIT MopdoreHe-
3a 'y ycaueil mpu opMuposanuu ¢Jioka B 03. TaHa, eme 6osree KpymHOro ¢uro-
Ka IUXJII0BBIX PeiO B 03. Bukrtopus (Verheyen et al., 2003), a takxe y psiza
JPYTUX aHAJOTHUHBIX 03epHBIX (tokoB (Riiber et al., 1999; Seegers et al., 1999;
Schliewen et al., 2001; Danley, Kocher, 2001) nokasbsiBaet, 4T0 CUMIIATPUYECKOE
(hopmMoobpazoBaHUe He TOJTBKO HMEET MECTO, HO U OTHOBPEMEHHO SIBJISIETCS CBO-
eoOpasHbIM aBapPUITHBIM CII0COOOM YCKOPEHHON KOMILIEKTAIUU COOOIeCcTBa He-
06xX0UMbIMU (DYHKITHOHAJIBHBIMU «BU/[OBBIMU»> KOMITOHEHTAMU.

Hanuume mapanenusmMa MOP(OJOTHYECKUX HU3MEHEHUN HHAEMUYHBIX
(s10KOB 1MXJIMAOBLIX PO B appUKaHCKUX o3epax TaHranbuka 1 MajaBu u
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BO3HMKHOBEHME B ATHX M30JUPOBAHHBIX 03epax MOP(MOTUIIOB-IBONHUKOB TIPO-
nemoHcrpuposanu P. AnsGeprcon u T. Kouep (Albertson, Kocher, 2006). Mer
UCIIOJIb30BAJI TIPUBE/ICHHbBIE STUMU aBTOpaMu u3oOpaskerust 12 BumoB poib: 6
13 HUX — TIPeICTaBUTeNN 03. TaHTaHbHKA, 6 — 03. MasaBu, KOTOpbIe CUNTAIOT-
Cs1 TIapaMu CXOJHBIX MOPGOTHUIIOB (CXOJCTBO MEK/IY HUMHU OOJIbIIE, YeM MEKIY
BCEMU BUJIAMHU JJAHHOU TPUODI B HCXOMHBIX 03epax). OundpoBKy 1 pPaCCTAHOBKY
37 naHAMapoK, XapaKTepU3yIoNNX U3MEHUYUBOCTL (DOPMBI TeJia U TOJIOBBI PbIO
(puc. 48a), BBITIOJHAIN TAKKE U C TTIOMOIIIBIO TEX JKE ITPOrPAMM, KaK U B CJIydae C
ycauamu. Pe3ysibTaThl cpaBHEHUSI, IPOBEJIEHHOTO METO/IOM TJIABHBIX KOMITOHEHT
opmMmbI, IpezcTaBieHbl Ha puc. 480.

9@

— l o) 5.77\ y
'__——), < T

I'maBHast komnonenTa popmsr 2 (PCS2 - 16.89%)

(©) "
0.08 |+
0.04 +
> ' —
74 -
F 3 /
-0.04 |
I <
-0.08 + @
| Consensus ) . . ‘
-0.15 -0.10 -0.05 0 0.05 0.10

I'maBHas komnonenTa popmsi 1 (PCS1 - 39.45%)

Puc. 48. PaccranoBka 37 METOK-JIaHAMAPOK OOKOBOM IIOBEPXHOCTH I'OJIOBbI U TeJla LUXJIHI0-
BOH pbIOBI (@) ¥ pe3yJIbraThl opHAIny (GOPMBI TeJia X A0BbIX pbid Tpubsl Haplochromine
(6) u3 drokoB BUIOB ABYX Besmkux Adpukanckux ozep — TaHraHbuKa (Y4epHbIe KPYIKKH)
u Masau (Gesibie KPYsKKI), BAOJIb MEPBbIX ABYX TaBHbix Kommonent (PC1 u PC2). Opau-
HATy KaK/0ro BUjla Ha rpaduke cOMPOBOXKAAET KapkacHas (wireframe) koudurypanus, mo-
cTpoeHHast Ha ocHoBe 37 JaHaMapok. Kpaesble yBenueHHbie KOHPUTYpAIN JJAHMAPOK PhIO
COOTBETCTBYIOT MaKCHMAJIBbHBIM M MUHIMAJTBHLIM 3HAUCHISAM TJIABHBIX KOMIIOHEHT (POPMBL
KoHcencycHast (ycpeanénHas) KoHdurypaius u3o0paxeHa B HUKHel JieBoli uactu rpaduka.
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[TosMroHbl M3MEHUMBOCTH, OKOHTYpPHUBAOIINE B 00IeM MOP(OIPOCTPaH-
CTBE OPIMHATHI COOTBETCTBYIONINX BU/IOB M3 PA3HBIX 03€P, Pa3JINIaioTCs M0 Be-
JmanHe: MopdopasHooOpasue MpecTaBUTe el UXJINA0BBIX peib 03. MasaBu
(TTOJIUTOH TEMHO-CEPOTO 1[BETA) CYIIECTBEHHO MEHbBINE, YeM y TPYIIIIbl BUIOB
13 03. Tanranbuka (IIOJMTOH CBETJI0-ceporo 11BeTa). B 03. Masnasu BcTpeuaetcst
MeHbIIle BUIOB IIUXJIUAOBBIX 1 BO3PACT ATOTO 03epa MEHbIIIe, YeM 03. TaHTaHbU-
Ka. BO3MOKHO, OTHOCUTEIHHO GOJIbIIast uBepcubUKaIst GOPMBI TeJIa 1 roJIo-
BbI IIUXJIM0BBIX B 03. Tanranbuka obycjoieHa 6oJiee JIMTEIbHON ncTopreit
JIOKAJILHOTO c0001IIecTBa PhIO.

Pacyer cumMMeTpryHOIT MaTpPHUIIbl BCeX TAPHBIX TPOKPYCTOBBIX JAUCTAHINI
MEKITY BU/IaMF TO3BOJIUIT BBITIOTHUTE €MIE OINH BAPUAHT TOL0GHO OpIMHATIN
METO/IOM MHOTOMEPHOTO HeMeTpU4YecKoro mmkanupoBanus (puc. 49). Pasmernte-
HUE BU/IOBBIX OpJAMHAT B MOP(QOIPOCTPAHCTBE IEPBLIX /IBYX HEMETPUYECKHUX
n3mepernii (Dim1, Dim2) Bo MHOrOM cOBIajiaeT ¢ pe3yasTaToOM MpebIiyIiei
opAUHAIIT MOP(MOTHUIIOB PHIO METOIOM IJIABHBIX KOMIIOHEHT, HO ITPOEKIINST BCEX
OPAMHAT 9KOBHU/IOB MMOBEPHYTA CJIEBA-HAMIPABO W CBEPXY-BHU3.

Hsmepenue 2 (Dim 2)
¢/

0.24

0.12

0.00

-0.12

-0.24

-0.2 0.0 0.2 0.4 0.6
Wsmepenue 1 (Dim 1)

Puc. 49. PesysibraTbl OpAiMHAIINNA MATPHUILLI TAPHBIX TTPOKPYCTOBBIX AUCTAHITMI Mexy 12 Bu-
JIAMU IIUXJHI0BBIX PbiO 13 (hiiokoB 03ép Tanranprika u Manasu. OpauHaTbl BUAOB COEMHEHDI
JIEH/IPUTOM, TTOCTPOEHHBIM C MCIIOJIb30BAHUEM METO/IA IepeBa MUHUMAIbHBIX cBa3eil (MST).
Djuuiicsl 00beAUHIOT HoMepa MOP(MOTUIINYECKU CXOAHBIX BULOB 13 PAa3HbIX 03ep (HEYeTHbIE
HoMmepa — BUbI 03. TaHranbuka, YeTHble — 03. MayaBn).

Ucnonmp3zoBanne MUHUMAJIBHOTO JICHJIPUTA, TIOJTYYEHHOTO C TTPUMEHEeHUeM
METO/Ia JIepeBa MUHUMAJIbHBIX cBsi3eil Posibha — MST (minimum spanning tree),
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MTO3BOJIUJIO BBISIBUTH MUHUMAJIbHBIE CBSI3U UMEHHO MEK/Y TEMH TTapaM¥ BUIOB,
KOTOPBIEC UMEIOT MOP(MOTUITNIECKOE CXOJICTBO B Pa3HBIX o3epax. HeueTHble HO-
Mepa Ha PUCYHKE O3HAYAIOT MOCE/I0BATELHOCTh BUIOB 03. TaHTAaHBHKA, & YeT-
Hble — 03. MajiaBu, cooTBeTCTBeHHO HOoMepa 1 1 2 — cxopHbie MOPMOTUIIBL PbIO
u3 pasHbix o3ep. CxozpHble MOPGHOTHIIBI U3 PA3HBIX 03€P 00bEMHEHBI JJUIUIICA-
MU (IITPUXOBast JIMHUST). XOPOIIO BUHO, YTO SJUIUIICHI OOBEAUHSIIOT UIMEHHO T€
BU/IBI, KOTOPbIE ysKe ObLIIN coelMHeHbl Kak Hanbosee Mopdoornyeckn Ginskue
MetozoM MST, HO nMeeTcs JMIITb OJHO MCKJIIOUEHME IS TIapbl BUIOB ¢ HOMe-
pamu 1 u 2. Tem He MeHee OPJIMHATBHI U ATUX BUJIOB JIOCTATOYHO OJIU3KU B MOP-
onpocrpanctse. [loaToMy MOKHO 3aKTIOYUTD, YTO BU3YATIbHOE BbllEIEHUE T1ap
MOPMOIOTIHYECKH CXOAHBIX BUIOB, BbioaHeHHOEe P. Anbbeprcornom n T. Kouep
(Albertson, Kocher, 2006), koTopoe ykasbIBaeT Ha TapajieinsM Mopdoaorude-
CKO¥T HBOJIIOIMU B M30JMPOBAHHBIX 03€Pax, HAOMIONAECTCS W TTPU UCTIOTHL30BAHUH
(hopMasIbHBIX METO0B OpAMHAIIMK Ha OCHOBE IeOMETPUYECKOl MOP(OMETPUM.
CuietoBatesibHO, TTapasiesin3M MOpP(hOJIOTHUECKUX U3MEHEHUI BUIOB B COCTa-
BaX (PJIOKOB IIUXJIMIOBBIX PHIO P 9BOJIOINK B PasHbIX Bemkux AdpruKkaHCKuX
o3epax MPsIMO YKas3bIBAaET HA TO, UTO CYIIECTBYIOT 0011He TpeGOBAHUST CO CTOPOHBI
JIOKQJIBHBIX COOOIIECTB, KOTOPBIE 3a/[at0T CXO/HbIE HAIMIPABJICHUsST OBICTPON MOP-
bomornueckoii ruBepcuduRaIITI (HOPMUPYIONTUXCS HOBBIX BUIOB.

ITpu atom cymtectByer Touka 3perus I1. Bpakduia (Brakefield, 2006) o towm,
YTO B JIAHHOM CJiydae MOP(OJOTHYECKOTO Mapasien3Ma y (hIroKoB MUXIUI0BBIX
pbi6 13 03ép Tanranbrka u MajlaBy IIPOSIBJIETCS CUCTEMA OOLIMX Pa3BUTUINHBIX
OTpaHMYEeHUI, TOHUMaeMbIX UM B pycie Evo-Devo, KoTopast HalpaBJsieT 9BOJIO-
LUIO BUAOB. Mbl B 1I€IOM COIJIACHBI C JaHHOW Bepcueil Kak 6a3oBOil MPUYMHON
MTOYTH PABHOTO MOTEHITMANA BUI0BOH sinBepreniinu. OHAKO BeAyIIel TpUYnHON
napajiesbHoil Mopgoorudeckoi quBepcnduKauy UXJINA0BBIX B 9TOM IIpUMe-
pe curTaeM BO3HUKAIOIINE B co00IecTBe (TakcoleHe) peib Tpodideckue, Teppu-
TOpHUAJIbHBIE ¥ UHbIE B3aUMOJICHCTBUS, 3aKOHOMEPHO ITPUBOAIINE K TT0SIBJIECHUIO
Tex, a He WHBIX MOP(OTUTIOB PBHIO, T.€. HAMPABICHHON CUMIATPIIECKONH MOPHhO-
JIOTWYECKON HBOJIOIN IO IABJICHIEM CAMOOPTAHU3YIOIIEr0Cs COOOIIECTBA, T.€.
postBJisieTcst 3 GEKT CBOOOPAZHOTO IIEHOTHYECKOTO HOMOTEHE3A.

PeasibHbIM MEXaHIU3MOM OBICTPBIX 9BOJIIOIIMOHHBIX [IEPECTPOEK MOp(oreHesa
[IPU CUMIIATPUUECKOM (HOPMOOOPA3OBAHUK MOTYT OBITh BBI3BAHHbIC CPEIOBBIMU
cTpeccaMy aNureHeTnIeckre naMenenus. /s menkoBoaHoro 03. Tana xapakrep-
HBI pe3kre KoJjieOaHMs BOAHOCTH BIUIOTH JI0 MIEPECHIXAHWUS 3HAUMTEIBHONW YacTh
BogoeMa. ITociie 0IHOro U3 TakKX nepechixanuii mpubsmsurenbHo 15 000 ger Ha-
3a/1 1 Hauasioch hopmuposanue dioka ycaueii (de Graaf et al., 2010). ITpu peskux
U3MEHEHUSIX YCJIOBUIT OOMTaHUST MOTYT MPOUCXOIUTDH CTPECC-UHIIYIIUPOBAHHDIE
[epecTPOrKY anureHeTueckux rpodusieii merunnposanus J[HK, Biusionive na
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AKTUBHOCTD T€X UJIM HHBIX TeHOB. [T0106HBIE STTUTEHETHYECKUE IEPECTPONKH CITO-
cOoOHBI TpaHCcTeHepalmoHHo HacenoBathest (Richards, 2006; Jablonka, Raz, 2009;
Bonduriansky et al., 2012). MoryT Hab/ofaTbCst U TPAHCIIO3UIMNA MOOUJIbHBIX
BJIEMEHTOB, U3MEHSIONIHE (DYHKIIMOHUPOBAHIE T€HOB UJIU BBI3BIBAIOIIIE PEAKTU-
sario niceszoreHos (Kidwell, Lisch, 1997; Slotkin, Martienssen, 2007). Beictpbie
SIMreHeTHYeCKe M3MEeHEeHUsl, KOTOpble B TOM WM MHOW Mepe KOPPEKTUPYIOT
npotecc MopdoreHesa, TeOPETUYECKI MOTYT [TOIXBATbIBATHCSI HAIIPABIECHHBIM OT-
GOPOM 1 BIIOCIEACTBIN (PMKCUPOBATHC B F€HOME CTAOMIM3UPYIOMIIM 0TOOPOM
(Bacuibes, Bacuibesa, 2005; Bacusbes, 20090).

MozkHO TIpeanoararb, 4T0 BeAyIMMU BOJIOIMOHHBIME (PaKTOPaMu sIB-
JITIOTCST HE CTOJIBKO KOHKYPEHTHBIE OTHOIIECHHUSI, CKOJBKO CEJIEKTUBHBIE TIEHO-
TUYeCcKKe TPeGOBAHUS K CO3IaHII0 HOBBIX BUAOBBIX KOMIIOHEHTOB COOOIIECTBA.
Hanpasiiennbie Mopdosiornyeckie usMeHeHHst (OPMbI TOJOBbI U 3yOHBIX
9JIEMEHTOB y MpejcTaBuTeeil (JioKa ycadell MO3BOJMIN B M30JUPOBAHHBIX
9KOCHCTEMAaX CO3/IaTh T0J00Me Habopa CreluaIu3MpPOBaHHBIX 9KOBH/IOB-
«UHCTPYMEHTOB», CIIOCOOHBIX JOOBIBATh, MTepepabaThiBaTh W YTUIM3HUPOBATH TE
wi uHble OnoTndeckue pecypcbl. MopMooGpasoBaHie HAUMHAIOCH ¢ OJHOTO
MPEIKOBOTO BH/IA, KOTOPBIN OBLIT COCOOEH B KOHTPACTHBIX OMOTOIAX CHavasa
CO3/1aBaTh U TOJIEPKUBATH M000KE BHYTPUBUIOBBIX MOP(] MU MOP(hOTHIIOB,
Beep atux mopdoruion (axomMopd ), BEpOSITHO, CHAUaJIa STTUTEHETUYECKU HACIe-
JOBAJICS KaK Beep JAUCKPETHBIX MOP(POTeHETHUECKUX TPAEKTOPHIT, BOSHUKHOBE-
HUe W IOAJep:KaHue KOTOPhIX 0OYCJIOBJIEHO DIIMIEHEeTHYECKIMMU [TOPOrOBbIMU
SABJICHUSIMUA aHAJIOTMYHO IOSBJIEHUIO Te€X WM MHBIX JAMCKPETHBIX MOP(HO30B.
Janbueiimas mmidoBKa 1 reHoMHas (hUKcalist 0TO0POM DIUTEHETUYECKUX 110
cBoell ipupoe MOpGOJOrHYecKUX M3MEHEHUI MOTJIa IIPUBECTH K JuBepcuu-
Kaiu MopdoreHesa B COOTBETCTBUM € «TPeOOBAHUSAMEY APYTUX 4JIEHOB 9KO-
BUZI0OBOTO coobiectBa (TakcorieHa). [IpenMyIecTBO TaKUX SIMUTEHEeTHYECKIX
[IEPECTPOEK B TOM, YTO OHM OCHOBAHBI Ha BO3MOKHOCTH X MACCOBBIX TIOPOTO-
BBIX TIPOSIBJICHUI B OTBET Ha OIPEAETEHHBIN CTPECCUPYIONTHiT (haKTOP CPebl y
BCeX MM OOJBIINHCTBA 0COGEi IOy AT /BIIA.

Cummnarpuueckoe (HopMooGpasoBaHUEe MPUBOAUT K CYNIECTBEHHOU 9KO-
JIOTMYECKON 1 MOP(MPOGU3NOTOTHIECKON CITeITNaIN3alli HOBBIX 9KOBUIOB, HO
y ycaueil MOJIEKYJISPHO-TEHETHYECKIE Pa3Indnst TTOYTH He BbIpakeHbl. Dak-
tHuecku ycaun diioka Labeobarbus mo cyuiecTBYIONMM B HACTOSIIEE BPEMSI
(hopMaTbHBIM MOJIEKYJISIPHO-TEHETUYECKUM KPUTEPUSIM He BBININ 32 TIPEEJIbI
oHOTO BUja. B TO ske BpeMst B 03. TaHa Ha OCHOBE 9TOT0 OJJHOTO BHUia chOPMUPO-
BaJIOCh COOOIIECTBO CIIENUATU3UPOBAHHBIX 9KOBUIOB, KOTOPbie MOpdororiye-
cku auddepeHImpoBaHbl APyYT OT Apyra. Ecsiu 661 He ObLI0 HHGOPMAIMY O TOM,
YTO 9TO TeHETUYECKU OJMH BHUJI, COOOLIECTBO ycadeil (hopMaJbHO MOKHO OBLIO

217



A.l Bacunves KOHIEIII[UA MOPDOHUIIIN...

OBl TIOPA3/IEUTh Ha TTOJ00UE IBYX «IOACEMENCTB> — HEPBIOOSIAHBIX U PHIGO-
SIZTHBIX 9KOBUJIOB, KAXKI0€ M3 KOTOPBIX COJIEPKUT HECKOJBKO «POJIOB», TIPE-
CTaBUTEJM KOTOPBIX KPaifHe CIeNUaJu3upPOBaHbl B TPOHUIECKOM OTHOIICHWH,
UMEIOT Pa3Hble 9KOJIOTUYECKUe HUIK 1 pasdindaioriuecs: Mopgonummm. Crueno-
BaTEJIbHO, TIPU CUMIATPUUECKOM (hopMooOpazoBanuu (iioka ycadeir 03. Tana
UMeHHO TpoduuecKuil (pakTop, CBA3AHHBIN ¢ HEOOXOAUMOCTHIO BOSHUKHOBEHSI
B €OOBIIECTBE COOCTBEHHBIX PHIOOSIHBIX XUIIHBIX BUIOB, OB OCHOBHBIM J[BU-
JKYIIUM 3BOJIIOIIUOHHO-9KOJIOTTIECKUM (haKTOPOM, KOTOPBIN MIPUBEJT K OBICTPOI
B3aUMHOI iuBepcudurain MophoTUTIOB PhIO.

CpaBuuBasi ipuMepbl OBICTPOrO CUMITATPUYECKOTO (POPMUPOBAHUST PA3HBIX
hi1okoB pbIb, 06pA3OBAHMST HIEMUYHBIX POIOB J[apBUHOBBIX BHIOPKOB Ha [ama-
MaroCCKMX OCTPOBAX, a TAKKE JOMECTUKAINHU MOPOJI cobak u rorybei, MOKHO ¢
OTPE/IETIEHHON OCTOPOKHOCTHIO 3AKIIOYNTH, YTO CUMIAaTpIUYecKoe hopmMoobpa-
30BaHue, MPUBOJIsAIIEE K (POPMUPOBAHUIO TAKCOIIEHA — COOBIIECTBA GIMIKOPOI-
CTBEHHBIX BUJIOB, CKOPEE, HOPMa, YeM UCKIoYeHre. Ha ocHOBe 0IHOTO BH/a TI0
3aKOHaM caMOCOOPKH BHOBb BO3HUKAIOIIMX COOOIECTB (KOTOPBIE TIOKa HaM He
M3BECTHBI) ITPU OBICTPBIX CTPECCUPYIONTIX M3MEHEHUSIX JIAHATA() THO-KITMMaTH-
YeCKUX U MHBIX YCJIOBUI CPEJIBI, BHI3BIBAIOIINX AMUTEHETHYECKYIO TEPECTPONKY
reHOMa, HAauMHAIT (JOPMUPOBATHCS 1 ATPOOUPOBATHCS MOPGO3bI Kak MOPHOTH-
bl U GHOMOP(MBI, UHCTPYMEHTATIBHO BBITIOJIHSIIOIIHE POJIb S9KOBU/IOB.

[TouepkHy, 4TO B OCHOBE TIpoOIlecca MePBOHAYAIBLHON TUBepcubUKAIINN yca-
veil B 03. Tana ObwI0 cranoBJeHHE AUGD(MEPEHIIMPOBAHHBIX 9KOHOB — CIIEIIUAJIH-
supoBanabix COT B cocrase nenonomnysaiu Labeobarbus intermedius. Kasxabiit
9Tl 3aKPEIJIEHUsT TOU W UHOH OHOMOP(BI-IKOBU/IA TIPUBOJIUT K €€ IKOJIOTHYe-
CKOMY B3aMO/IENCTBUIO C IPYTUMU y>Ke UMEIOIUMUCST 9KOBUIAMU TI0 U3BECTHO-
My npuHimny auddysHoii koasosmoiui (Thompson, 1998, 2006). B pesyJisrare B
HOBOM COOGIIECTBE MOJKET BO3HUKATH HEOOXOJAUMOCTD TOTEHIIHATILHOTO (hOpMU-
POBaHUS ellle OTHOTO MJIN HECKOJIBKUX 9KOBU/IOB, TIO3BOJISTIONINX BO3SHUKAIOIIEMY
TaKCOTIEHY TO/IIEPKIBATh YNCJIEHHOCTh U TIPUCYTCTBHE CBOMX KOMIIOHEHTOB —
9KOBHIOB, ¥ 00ECTIEYNBATH X YCTONUNBBII GaTaHC B MOCTOSHHO U3MEHSIOTEHCST
U yCIOXKHSIONmEcs akocucteMe. Ha aToM ypoBHe nuBepcudUKAIIMA HAYWHAIOT
JIEiCTBOBATh M€30- U MaKPOIBOJIOIIMOHHBIE 3aKOHOMEPHOCTH, HAIIPABJISIONIE
JaJIbHEHTINIT TTPOIECe IBOJIOIMU coobIecTBa. MeXaHU3Mbl 9BOJIIOIIHOHHBIX TTe-
pectpoek MopdoreHesa, WyIue Mo TATAM MUKPO-, Me30- ¥ MaKPOIBOJIOIIMOH-
HBIX U3MEHEHWIT, BO MHOTOM JIOJIKHBI COBITA/IATD, PA3IMYASICh JIUTITb BO BPEMEHHBIX
Mactrabax, IpUdeM HCXOIHBIMEI OOBEKTAMU JIJIsT OCYIIECTBIIEHIST MOP(hOJIOTIYe-
CKOI1 TpaHCc(hOpMAINN 1 «CUHTE3MPOBAHUS> HOBBIX 9KOBHU/IOB SIBJISIOTCS 9KOHBI,
KOTOPbIE OTHOBPEMEHHO 00€CTIEYNBAIOT YCTONIUBOCTD HOBBIX TIEHOTIOMYJISIIIUN U
(YHKIIMOHUPOBAHMSI BOSHUKIIETO cO00IIecTBa 9KOBU/I0B. Kak oTMeuaioch paHee
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B ritaBax 3 u 10, 370 06yCIOBJIEHO TEM, YTO SKOHBI OJITHOBPEMEHHO SIBJISIIOTCS Ya-
CTSIMU TIEHOTIONYJISIIIMI U COOBIIECTB B OZTHOM <JIUTIE>.

JnureHeTnvyeckasg cucteMa (SMUTEHETUYECKUH JIaHAAMDT MOTYJISAIIN )
aBJisercs o0mei st Becex ocobeil MOMyJIsSiuy U BO MHOTOM YKe IpeajarTupo-
BaHHOI K OOJIBLIIMHCTBY MOTEHIMAIbHBIX 9KOJOIMYECKMX HepTypOalyii cpesbl
oburanus (Bacuibes, 2005; Bacusibes, Bacuibesa, 20096). lomosHuTe bHbIE
IKoJIorYecKkrne U (QYHKIIMOHAJIbHbIE BO3MOMKHOCTH, BO3HUKAIONIUE 32 CUET He-
GombIIMX MOP(MOJOTMYECKUX WIM MOBEJEHYECKUX M3MEHEHMH Y CHMIIaTpude-
CcK1 (DOPMUPYIONIUXCS BUJIOB, MO3BOJISIIOT YCKOPSITh M YCUJIUBATD JIaJIbHENTIIIE
IpOIecChl TIepecTpoiiku MopdoreHesa. HarioMHio, 4To panee 1mogo0HYI0 MbIC/Ib
0 BO3MOKHOCTU IIPUKPBITUSI aJallTUBHBIX TKaHEBBIX IIpeoOpasoBaHuii cyile-
CTBYIONIMMU IIpeaanTaiusMu npu Bugoobpasoarun Boickazan C.C. IIIsapig
(1969, 1980). C coBpeMeHHBIX TTO3KIIUIT TKaHEBbIE TIEPECTPORKU MOTYT OBITH 06-
YCJIOBJIEHBI STTUTEHETHYECKUMU TTPOIIECCAMHU, TIPUYEM CKOPOCTh UBMEHEUNI 1 UX
(buKcay MOKeT ObITH JOCTATOUHO BBICOKOI. TeM He MeHee TIpU JOMECTUKAIH,
MOJIEJTUPYIONIE MUKPOIBOIOIMOHHBIN MTPOIIECC, TPOUCXOASIINE KPYITHBIE MOP-
(horeneTnveckue 1mepecTPONKH, BEPOSITHO, HE COMPOBOKIAIOTCS TKAHEBBIMU 13-
MeHEHUSIMU, 00eCTIeYMBAIOIIINMU CHUKEHIE 9HEPrO3aTPaT ¥ HOBBIX TIOPOJI, COPTOB
u suanii. [losBiienre HOBBIX BUIOB U UX 9KOJOTHUECKUE B3aMMOJEUCTBUSA TIPU
CUMIIATPUYECKOM BUZ000PA30BAHUM U JaIbHEMIIAs IIOCTYIIaTeIbHAs CUMIIATPU-
YyecKasi 9BOJIOIMA cOo0IIecTBa TPEOYIOT HOBLIX MOP(OJOINYeCKUX U3MEHEHUN
JUISI CHUZKEHUSI TIPecca KOHKYPEHTHbIX OTHOIIEHUI, IOCTYIIA K HOBBIM PECYpCcaM 1
CHUZKEHWST MH/IUBU/LYJIbHBIX 9HEPTO3ATPAT 32 CUET TKAHEBBIX U3MEHEHUT.

Taxum 06pa3oM, MexaHu3M ObICTPOrO CUMIATPUYIECKOro (hopMoobpasoBa-
HUS 32 CYET IMUTEHETUIECKUX TEPECTPOEK U UX JasbHeiiein ¢pukcarnu (Ba-
cunbeB, Bacuibesa, 2005; Bacunbes, 20096; Bonduriansky, 2013; Duncan et al.,
2014; Burggren, 2016) BnojHe peaaucTuyeH, 00yCJOBJIEH ABYXYPOBHEBBIMHU
MTOMYJISIIUOHHO-TIeHOTHYecKnMU B3anmojieiictBusamu (BykBapésa, AselneHko,
2013; Bacusbes u ap., 2016a,0) u sBJseTCS OCHOBOI MIPOLECCOB AajbHenIeit
maddysHoit kossosonun (Janzen, 1980; Thompson, 1994, 1998, 2006) 6uo-
THYECKUX coobItecTB. TIpeacTaBisieTcs, 4To MpyU U3YYEHUH CHMITATPHUECKOTO
dhopmoobpazoBarus U sBIeHUN AUGOY3HONH KOIBOMOMUN COOOIECTE UMEHHO
reoMeTpudecKast MOpHOMETPHST TTO3BOJISIET 00ECIEYNTh HOBbIE HHCTPYMEHTAIb-
Hble BO3MOKHOCTH HCCJIEJJOBAHUN COIPSIKEHHBIX MOP(OreHeTUYecKuX Iepe-
CTPOEK He TOJbKO OJIM3KOPOJACTBEHHBIX, HO U TAKCOHOMUYECKH Pa30OIEHHbBIX
BUJIOB M MX LEHOHOMYJISLNN B 0011eM MOP(OIPOCTPAHCTBE.

CuMnaTpuyecKy BO3HUKIIKE 32 CPABHUTEILHO KOPOTKOE BpeMst PhIOOsIIHbIE
U HepbIOOSAIHbIE DKOBU/IBI, Osarofaps BLIOOPY TpohUYecKoil cTpaTeruu B coob-
1ectBe npuobpesn MopdoreHeTnyeckre naMeHeHust PoPMbl TOJIOBbI 1 TeJla, YTO
MIO3BOJIMJIO Pa3HbIM MOP(MOTHUIIAM CIEUATM3UPOBATHCS B IMUTAHUU BCEMU OC-
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HOBHBIMH PECYPCaMU. YCauu CO3/[AJIH MPOCTPAHCTBO CBOMX HKOJOTHUECKUX HUIII
3a CYET HATPaBJECHHBIX MU3MEHEHMIT Mopdorenesa, T.e. u3MeHsst Mopdonummu. B
pesyiibrate Beero 3a 15 000 jier B 03. Tana BO3HUKIIO 1101001€e BYX TAKCOLIEHOB
pbi0. Eciin y MCXOMHOTO BUJIa B OJIUTOBUIOBOM U U30JUPOBAHHOM COOOIIECTBE
MOSIBUTCST HECKOJIBKO 9KOJIOTHUECKUX JinieH3ul (1o JIeBUeHKO), T.e. cO0OIIEeCTBY
CPOYHO MOTPEOYIOTCST HOBbIE BUJIBI — TIOTPEOUTENN PECYPCOB, TO HA €10 OCHOBE
MOJKET BO3HUKHYTb CHaYaJIa HECKOJIBKO 9KOMOP(, BBITOJHSIIONINX CBOMCTBA Pa3-
HBIX CUMIIATPUYECKUX BUJIOB, & 3aT€M TIPOM30I/IeT cuMIaTpudeckoe (hopmMoobpa-
30BaHMe ¢ BO3HUKHOBEHNEM HOBOTO (hJIOKA MJIN ITy4YKa 9KOBU/I0B. V13 aT0ii MOIe/IN
CJIEILYET, UTO U0 NOMEHYUALLHO NPEOCNABsen cOB0t MAKCoyeH, KOTOPBIT MOXKeT
6BICTPO chOPMHUPOBATLCST B 0OCTHEHHOM BUIAMU H30JIMPOBAHHOM OGUOIIEHO3E B
pesyJbTaTe aBapuitHOrO CUMITATPUYECKOTro (hopMOOGPA3OBAHYIS, BBI3BAHHOTO ObI-
CTPBIMU KaTaCTPO(UUECKUMI U3MEHEHUSIMU YCITOBUET OOUTAHVIS.

C 1103u11# 960110UUOHHOLU CUHIKOI02UU MOSKHO 3aKJIIOYUTD, YTO IIPU CUMIIA-
TPIUYECKOM (hOPMOOOPABOBAHIH He MAKCOUEH DOPMUPYEMCsL U3 6Ud08, a 6uod cam
u3 cebs cnocoben popmuposamn coobuecmeo. Bumx MoKeT BHICTYTIUTD B POJIH TIO-
TEHITUATBHOTO COOOIIECTBA, TPEACTABICHHOTO HECKOTbKUMU OJIM3KUME BHIAMU
(Takcoiena). MOKHO IpeIo/ararh, 4To CUMIIaTpudeckoe (hopMo- U B1U000pa-
30BaHME HE SBJSETCS PEIKUM W HK30THYECKUM IBOJIOIMOHHBIM MEXaHU3MOM,
KOTOPBIN IPUYPOUEH K M30JMPOBaHHBIM ocTpoBaM (/lapBrHOBBI BhIOPKHU Ha [a-
JIAMTATOCCKUX OCTPOBAX MU OCTPOBHBIE (POPMBI [ABAICKUX IIBETOYHUIT) U OOJIH-
M o3epam ((hJIOKK KaproBBIX U MUXJIUIOBBIX Besnknx Adpukanckux osep).
Ecth ocHOBaHUS 0XMIATh, YTO HTOT IBOJIOMMOHHBIA MEXaHU3M MOKET ObITh
pacrpocTpaHeH 1 Ha MaTEPUKAX, I/le TOKe YACTO BCTPEYAIOTCS TAKCOIEHDI U Ha-
GITIOIATOTCS TIPUMEPBI ME309BOTIOIIUOHHBIX MAPAJITIETbHBIX U3MEHEHWH.

MaccoBoe BUI006pazoBaHue TIPEACTABUTENEH aPBUKOJIMH 32 OTHOCUTEb-
HO KOPOTKHUI TIePUO/T BpeMeHHU B TIoCeiHue 1—2 MITH JIeT TosKe MOXKET ObITh CBsI-
3aHO C PE3KKMM U3MEHEHMeM ayT- U CHHIKoIorndeckux ycaosuii (Lv et al., 2016)
1 OTYacTh 6a3MPOBATHCS Ha MEXaHM3MaX CHMITATPUYECKOTO BUIO0OPA3OBAHUSI.
Her comHenus1, 4To MaKpoIBOIIOLMOHHbBIE SIBJICHUS, IIPOUCXO/SIINIE [IPU 9BO-
JIOIIAU HaIBUZOBBIX TAKCOHOB U COOOIIECTB, UMEIOT GOJIBIIYIO TPOTSKEHHOCTh
BO BPEMEHH, YeM MUKPOIBOJIOINOHHbBIE, OTPaHUYEHHbBIE 0OBIYHO (OPIIOCTHBI-
MU TIOMYJSIUSMA OJTHOTO BU/IA, HO Pa3pbIiB MEXKY HUMH 1O BPEMEHW UX pea-
JIUBAIMY MOKET OBITh ¥ CPAaBHUTEIbHO HEBEIUK UMEHHO TIPH CUMITATPHUECKOM
BUI000Pa30BAaHUY U OJJHOBPEMEHHOU CHMITATPUYECKOI 9BOMIOIUN COOOIIECTB.
Boicokast CKOPOCTh CUMITATPHUYECKOTO (hOPMOOOPA30BAHUS Ha OCHOBE OBICTPBIX
CTpecC-MHIYIIMPOBAHHBIX ATTUTEHETUYECKUX TIepecTpoek Mopdorenesa u Tpanc-
TeHePAIMOHHOTO HACJIEI0BAHNS HOBBIX 3KOMOP® 1 9KOBUIOB YKA3BIBAIOT HA BbI-
cokyio BepositHocTh Bo3HukHoBenust PBK n I'BK.
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I'naBa 12
Mopdounumu GpOPHNOCTHBIX NONYJISAUUNA H COOOUECTB:
HAa MYTH K CHCTEMEe MOMYJSIMHOHHO-I[€EHOTHYECKOTO
MOHHUTOPHHTA

JlonroBpeMeHHBII 9KOJIOTMYECKI MOHUTOPUHT YCTOWYMBOCTH TTOITY IS
1 cOOOIIECTB JKUBOTHBIX U PACTEHUH B TIOCTOSTHHO H3MEHSIEMBIX YEJIOBEKOM TIPH-
POHBIX JaHAmadTaX MPEACTABISIET 0COOYI0 BAXKHOCTh BBHU/LY BO3MOKHOTO Ha-
CTYTUIEHUsT PETHOHATILHOTO 1 TJI06ATLHOTO OUOTIEHOTHYECKITX KPU3MCOB TI0 Mepe
YCHJIEHHsI HETATMBHOTO TEXHOTEHHOTO WJIM KJIMMATHYECKOTO BO3AENCTBHS Ha
6uory (Payruan, YKepuxut, 1997; Kepuxus, 2003; Yepros, 2005, 2008; Moyne,
Neige, 2007; ITasnos, Byksapésa, 2007; Salamin et al., 2010; Sutherland et al.,
2013). Cutyariust OCIOKHSIETCS ellle U PacIiipPeHrueM TPOHUKHOBEHUsST B abo-
pureHHble OGUOTHYECKIE COOOIIECTBA YYKEPOAHBIX WHBAZUOHHBIX BU/OB, CBSI-
3aHHBIM C M3MEHEHNEM KJIMMATA M YCUJIEHUEM TPAHCIIOPTHBIX KOMMYHUKAIIUI
B0 Bcém mupe (Saul, Jeschke, 2010). OnacHocts GbICTPO KaueCTBEHHOU Tepe-
CTPOUKHU BUOBBIX KOMIIOHEHT COOOIIECTB 00YCIOBIEHA, KaK YKe HEO[HOKPATHO
OTMEYAJIOCh, OTKPBITHEM B ITOCJIE/IHIE FO/IbI TPAHCIeHEPAITMOHHON HACIeyeMOI
nepefiauy M3MEHEHHbBIX BCJECTBHE 9KOJOTMYECKOTO CTpecca IIureHeTnyve-
ckux mpoduiieii, 06yCAOBIUBAIONIMX ONpeIeaéHHble MOP(hOreHETHYECKIE U3-
menenus (Jablonka, Raz, 2009; Bonduriansky, 2013; Burggren, 2016; Boskovi,
Rando, 2108; Donelan et al., 2020). [TosToMy akTyaabHOIl 9KOJIOTHYECKOIT 3a-
nadeii sBisieTcst pa3paboTKa HOBBIX TIPUHITUIIOB ¥ METOOB JI0OJTOBPEMEHHOTO
9KOJIOTHYECKOTO MOHUTOPHHTA, HAIleJIEHHBIX HAa OLEHKY MOPQOreHeTHYecKoit
YCTORUMBOCTH (hOPIIOCTHBIX (KPAeBbIX ) TOMYJISIUN U COOOIIECTB U BbIABJIEHUS
MPU3HAKOB HACTYTUIEHUST PETHOHATBLHOTO OHOTleHOTHYecKoro kpuauca (Bacu-
JbeB 1 ap., 2010a; Bacuibes, 2012). BaskHeilieit sagaueii Osmskaiinero Oymy-
IIETO CJIEAYET CYNTATh BHEAPEHUE TIOMYJ/SIITUOHHBIX [TPEACTABIEHUN 1 METOIOB
HCCJIEIOBAHUI B CHHAKOJIOTHIO, 0OECIIEUMBAOIIIX MEPEX0/] K TOMYISIIIMOHHON
U 9BOIOIMOHHON cunakoaorun (Bacunbes u ap., 2010a,6, 2013, 2017a, 2019).

OG6parum BHIMaHIE Ha TO, UTO HanboJiee TEPCIEKTUBHBIM MOAX0I0M K pe-
NIEHUIO JIAHHOHW (hyHIAMEHTAJIBHOM U OTHOBPEMEHHO TPUKJIAIHON 3a/1auM SIB-
JISIETCST IBYXYPOBHEBBIN TOMYJIAIUOHHO-TIEHOTUYECKUN aHAIU3 TPOSIBJIEHUN
COMPSKEHHON MOP(OJIOTHYECKON U3MEHUUBOCTH CUMIATPUIECKUX BUIIOB, 00-
Pa3yoINX TAKCOHOMUYIECKH OJIM3KOPOICTBEHHDIE TPYIINBI B COCTABE COOOIIECTB
— rakcouenbl (Yepruos, 2008; Byksapésa, Anemernko, 2013; Vasil’ev et al., 2015).
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Kak yske oTMeuaioch BhIIle, B KauecTBe HanboJiee aJ[eKBaTHBIX MOJIE/ICil MOy T
OBITH TPOAHATU3UPOBAHBI MHOTOJIETHUE U3MEHEHUST MOP(MOJIOTHIECKOTO PasHO-
00pasus 1 06beMOB MOPMOHUILL, TPOUCXOAIIUE B JIOKAIBHBIX HEHOMOIYISIIN-
SIX CUMITATPUYECKUX (=CUHTOIMYECKUX) BUIOB PACTE€HUil, HECTIO3BOHOYHBIX U
MO3BOHOYHBIX KUBOTHBIX, OOUTAIONINX B €CTECTBEHHBIX HEHAPYIIEHHBIX U aH-
TpornoreHHO TpanchopMupoBaHHBIX JaHadTax. Ocoboe 3HaUEHNE TAKOW MOJI-
XOJl UMEET IPU OIEHKE IKOJOTMIECKOTO COCTOSIHUST OMOTUYECKUX COODIIECTB
HanboJIee MOBEPKEHHBIX TEXHOTEHHOMY U APYruM (hOpMaM aHTPOIOTEHHOTO
BO3/eiicTBIA pernoHoB Ypazna u 3amaznoil Cubupu (HedTerasosas, yrieno-
GbiBatoIas, JeconepepabarbiBaoIast, CeJbCKOX03ANCTBEHHAsI, TOPHO-PYIHAS,
MeTaJlIyprudeckas, TuJIposHepreTudeckas, aroMHas U J[p. [IPOU3BOJICTBEHHAS
JIeSITEJTbHOCT ).

B 270ii cBsI3U OCHOBHOE BHUMAHWE JIOJKHO OBITH y/eJIeHO pa3paboTke HO-
BBIX IPUHIIMIIOB U METO/0B 3KOJOTMYECKOI0 MOHUTOPHMHIA, OCHOBAHHOIO Ha
JIBYXYPOBHEBOM TMOTYJISIIIMOHHO-TIEHOTUIECKOM TIOIXO0/IE K OI[EHKE YCTOWINBO-
¢t (DOPIIOCTHBIX TOMYJISIIUN 1 co00IIecTB (TaKCOIEHOB), KaK eCTeCTBEHHOI,
TaK U TEXHOTEHHOU TPUPOJIBI, C OMOPOI Ha TIPOSIBJICHUS BHYTPU- U MEKTPYII-
MOBOW (heHOTUTTUIECKON TIACTUYHOCTH, (DEHOTEHETUYECKOW M3MEHUMBOCTU U
MOPGOTIOTHIECKOTO Pa3HOOOPa3Hsl CUMITATPUYECKIX BUIOB. B 0CHOBe co3/1aBa-
€MOIi TIOIYJIAMOHHO-TIEHOTHYECKOM TEXHOJIOTUN 9KOJOTUIECKOTO MOHUTOPUH-
ra MOTYT JIeXKaTh METOBI TPAAUIIMOHHON 1 TeoMeTpriecKoit MopdomeTpun, a
Takke (PeHOTeHeTUKU.

[TapanmepHbIil aHAIN3 U3MEHYNBOCTA PA3HBIX CUMIIATPUYECKUX BUOB B
eZIMHOM MOP(}OITPOCTPAHCTBE BO3MOKEH C OMOIIBIO FeOMETPUYECKON MOPdo-
MeTpuu. Iloatomy, npu orenke MOPGOreHeTUYECKUX Peaklvii Ha U3MEHEeHUe
abMOTHYECKONH U GUOTHYECKOI CPe/lbl IPUOPUTET MPUHAMJIEKUT TEOMETpUYE-
ckoit MopomeTpun. PocToBbie mporiecchl MOTYT OIIEHUBATLCSA KaK IPAMBIMU
TPAAUIMOHHBIMU METOJaMU U3MEPEHUIl, TaK 1 KOCBEHHBIMU — Ha OCHOBE MC-
noJib3oBaHus 1eHTpouaHoro pasmepa (CS — centroid size). Hosbiii MeTon
reomerpuydeckoil denetuku — deHorpaMmeTpus, IPeJIOKEHHbII HaMU paHee
(Bacuibes, 1 ap., 20186; Ociuna u ap., 2018), 103B0OJIAET MIPUMEHSITH METOIbI
reoMeTpuueckoil MOphOMeTpUN U K CTPYKTYPHBIM JTUCKPETHBIM BapUaIlUsIM,
OTIMCHIBAS KaK WHANBUAYATBHYIO, TAK U MEKTPYTIIOBYTO U3MEHUYNBOCTH KOMIIO-
3unuii heHoB, MOPGOTUTIOB 1 MOPD.

[TpuHMNIMabHOE 3HAYCHWE WMEET MPUMEHEHWE PAa3BUBAEMbIX B KHU-
re 9BOJIIOIMOHHO-3KOJOTHUECKUX TPEJCTABICHUN U KOHIENIUN MOPGhOHUIIN
K PENIeHUIO 33714 TaK Ha3bIBAEMOTO MOP(hOIIEHOTHYECKOTO MOHUTOPHHTA, T.€.
paccMOTpeHus MOP(MOTEHETHUECKUX PEAKITUI He TOJTBKO OTAECIbHBIX CUMIIATPH-
YEeCKUX BUIOB, HO M TAKCOIIEHOB B I[€JIOM Ha OBICTPbIe MI3MEHEHUS €CTECTBEHHOU
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cpensl oburanust. OnrcanHas B TiaBe 2 BOSMOKHOCTD PEIIEHNUST 3a/1a4 SKCIIEPU-
MEHTAJIBHOM 9BOJTIOTIMOHHON 9KOJIOTHM HAMEYAET TYTh K OCYIIECTBICHIIO MOP-
(horieHOTHUECKUX HCCIIEIOBAHUIA.

CHUHXPOHHDBIN BHYTPU- ¥ MEKTPYIIIIOBON aHAIN3 CHHTOITHBIX I[EHOIOITYJIsI-
Uil U 9KOHOB CUMIIATPUYECKUX BU/IOB, BXOSIIIX B COCTAB TAKCOIIEHA, [T03BO-
JISIET B PyCJie MOIYJISIIIMOHHON CHHIKOJIOTUN COTIOCTABUTD UX PEAKIUU B BUJIE
yCUJIeHUsT U3MEHYMBOCTH HEMETPUYeCcKux, Mopdomerpudecknx, mopdodusu-
OJIOTHYECKUX U /I ATOJIOTUIECKUX [TPU3HAKOB B OTBET HA HEOJIATONIPUSITHBIE
[IPUPOJIHbIE CUTYAIIUU U OIIEHUTH MAPAJIENU3M WM HE3aBUCUMOCTbD TIPOSIBJIE-
HUSI BHYTPU- U MEKIPYIIIOBOIl COIPSIKEHHON U3MEHYMBOCTU MODPQOreHeTu-
YeCKUX, (PUBMOJOTHUECKUX U MMOBEJIEHYECKUX PEaKIIUii, T.e. KOIBOIIOIMOHHBII
norenuan cumnarpuieckux sBunos (Vasil'ev et al., 2015; Boabiakos u ap.,
2015). [TpoTHBOIOIOKHbBIE PeaKIInK MOTYT YKa3aTh Ha aHTATOHU3M 9KOJIOTHYe-
CKUX TpeOOBaHWIT BU/IOB, MAPAJIIETN3M OTBETOB Y PAa3HBIX BUIOB Oy/ET OTpa-
JKaTh UX BBICOKMIT KOAJAITUBHBIN MTOTEHIUA, T.€. UCTOPUYECKH BBIPAaGOTAaHHYIO
BUZaMK OOIIYI0 aJAlTUBHYI0 MOP(MOTEHETHYECKYIO PEAKIIMI0 HA OJWHAKOBBIE
MU3MEHEHUS YCIOBUE 0OOUTaHNS.

AHau3 BHYTPUTPYIIIIOBOTO PazHOOOPa3Msi TO3BOJSIET OIEHUTh YCTONUM-
BOCTH T[CHOMOMYJISAINNA KOHKPETHOTO BUA K T€M WJIM WHBIM KOHCTEJISIUSM
YCJIOBUI CpeJibl B Pa3Hble CE30HBI U TOJIbI, BO3HUKATONUM B Pe3yJIbTaTe MPUPOJI-
HBIX U TEXHOT€HHBIX BO3/IeHCTBUH. /I HECKOIDKUX CHHTOMHBIX U CHHXPOHHO
OIIEHUBAEMBIX [EHOMOMYJISIINUN CUMIIATPUYECKUX BUIOB JIOKATIBHOTO TaKCOIle-
Ha TeM JKe CrocoOOM MOKHO OI[EHUTDh U3MeHeHUe 00IIET0 TAKCOTIEHOTUYECKOTO
pasnoo6pasust BO BpeMeHu. B ciyuae mapajijiesibHOr0 CpaBHEHUS HECKOJIbKUX
TAKCOIEHOB, BKJIIOUYAIOIIIX [IEHOMOMYJISIINN TeX JK€ CUMIIATPUYECKIX BHUIOB B
reorpacduvyecKu yaJIeHHbIX JIOKAIUTETAX, T.e. IKOJOTUIECKU PA3TIMYHBIX YCJIO-
BUSIX, TPOBOJIMTCST AaHATIOTHYHOE CPABHEHUE, HO B ATOM CJIyJae ysKe He alJIOXPOH-
HBIX, a AJUTOTOITHBIX BEIGOPOK 13 MEHOMOMY AN HECKOJBKUX BUI0B. Hakomerr,
COBMeEII[eHNE ATHX 33/1a4, T.€. TapaJjiebHOe CpaBHEHNE reorpadnyecKy yaaleH-
HBIX, HO CHHTOITHBIX [I€HOMOMYJISAINN HECKONBKIX CUMIATPIHYECKUX BHUIOB BO
BPEMEHU U B MPOCTPAHCTBE OTHOCHTCS YiKe K MPOoGIeMaTHKe 9BOIOIIMOHHON
CUHAIKOJIOTUH U/UJIN 9BOJIOTIMOHHOM 9KOJIOTUU. [Ipy TaKOM KOMILIEKCHOM CO-
MPSDKEHHOM aHATM3e M3MEHUYMBOCTU CBOHCTB (DeHOMA B €T0 CaMOM IMHUPOKOM
TOJIKOBaHUN (OT MOP(MOJOrNIECKUX MPU3HAKOB 10 0COOEHHOCTEH TTOBEIEHIIS
0coOU Ha PA3HBIX TATIAX OHTOTEHE3A ) TIOSIBJISIETCSI BOBMOKHOCTD OIEHUTH, KAKON
U3 BUIOB-CHMIIATPUAHTOB JIyUIlle aJallTUPOBAH K YCIOBUSIM JIOKAJIbHOTO GHO-
TOIA TI0 TPOSIBJICHUIO U3MEHYMBOCTH U Pa3HOOOPasust U3yUEHHbBIX [TPU3HAKOB.
JlelicTBUTENIbHO, B HEOJIATONPUSITHBIX [IJisI BU/A YCJIOBUSX €r0 M3MEHUYHUBOCTD
[0 OT/IE/IbHBIM MPU3HAKAM, WJIM BHYTPUTPYIIIIOBOE Pa3HOOOpasue, OIEeHEHHOEe
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110 UX COBOKYITHOCTH, OY/IyT BO3PACTaTh, a B OJIATONPUSTHBIX, HATIPOTUB, YMEHb-
marbes. JlaHHblii (heHOMEH yBeJIWYeHUs Beepa M3MEHUYMBOCTH TMPU3HAKOB B
HEOIATOIIPUATHON Cpejie, KOTOPBIN MBI MPEIJIOKUIIN HA3BATH «IIPUHITUIT TIPOBO-
KarmoHHoro (onas uau «npunnun H.B. TloroBay, Kak yske 0TMe4asioch BhIIIIE,
ObLI HKCIIEPUMEHTAIBHO YCTaHOBJIEH U onncad Hukosaem BacuibeBuuem B ero
nokTopckoit auccepraiuu (Ismoros, 1983). Ha ocHoBe aToro npunImia, mo Mop-
(horenernveckoii peakiuu MOBBIIIEHIS YPOBHS PACCEMBAHMS OPAUHAT B MHOTO-
MepHOM MOPGOINPOCTPAHCTBE, HATIPUMED TPUMEHUB METObI TeOMeTPUYECKOL
MOpGhOMETPUHN, MOSKHO OIIPE/IEIUTh MOCJe MPOIeaypbl papedakiuu (ciaydaii-
HOTO BBIPABHUBAHWSI BBIGOPOK MO 06BEMY) Y TIEHOTOMYJISIIIUNN KAKOTO U3 CUM-
MaTPUYECKUX BUJIOB JIOKATLHOTO TAKCOIEHA B OOJIBINEH CTEMEHU TIPOSIBIIOCH
Mopdopastoobpasue (morphological disparity). CoorsercrBeHHO, MEHbBIINI
YPOBEHb B3aMMHOTO PAcCeMBaHUs (JUCTIEPCUU) OPAUHAT U MEHBINH 06BheM
MOPGhOITPOCTPAHCTBA, 3aHATOTO MOpGOHUIIEH, GYIYT YKA3bIBaTh HA GOMBIITYIO
cTerieHb MOP(OreHeTHIECKON YCTOMUNBOCTH M 9KOJOTUIECKON TOJEPAHTHOCTH
BUAa (cM. T1aBHI 8, 9).

N3yueHre COMPSIKEHHON M3MEHYMBOCTH U/U MOp(opasHooOpasus 1ie-
HOTIOMYJISTIME CUMIIATPUIECKIX BUJIOB, (DOPMUPYIONINX JTOKATbHBIE TAKCOTIEHBI,
MTO3BOJISIET, C OJIHON CTOPOHBI, OIEHUTDH YCTOWYMBOCTD MX MOPGhOTEeHe3a B pas-
HBIX JTaHIMA(DTHO-9KOJIOTUIECKIX U KIUMATHIECKIX YCJIOBUSX, a C IPYTOi, 110
UX MOP(OTEHETHIECKUM PEAKIIUSM TIPUOJIU3UTHCS K TOHUMAHIIO OPraHU3aIun
U (DYHKIIMOHAPOBAHUS JIOKAJTBHOTO COODIIECTBA KaK JABYXYPOBHEBOW MepapXu-
yeckoii cucteMpl (Anemnienko, bykBapéna, 2010). B ycioBusAx 10mosHUTETbHBIX
9KOJIOTHYECKUX HATPY30K, HAIIPUMED MPU PEZKUX DKOJIOTO-KIUMATUIECKUX U3-
MEHEHUSIX U/UJIU CUIbHOM TEXHOTEHHOM 3arpsi3HEHUU CPEJIbl, IBYXYPOBHEBAs
MO JITIIMOHHO-1IEHOTHYECKAsI CUCTEMA MEKBUIOBBIX OTHOIIEHMIT I0JIKHA TIPO-
SIBJISITBCST OOJTee OTYETIIMBO.

DopriocTHbIE TPYTIMUPOBKH, HCIIBITBIBAIOIINE MTPe/eJbHbIE I BUIA KO-
JIOTIYECKIEe HATPY3KH, SIBJISTIOTCSI B 9TOM OTHOTIEHUN HAWTYYIINMU MOZETSIMU.
Oprasmusanys CUCTEeMbI [BYXYPOBHEBOTO MEePapXUIeCKOTO IMOIYJISIIMOHHO-1Ie-
HOTHYECKOTO MOHUTOPWHTA (DOPIIOCTHBIX TPYNTTUPOBOK MPE/IIOJIaraeT BBECHIE
0COOBIX METOOJIOTYECKUX TIPUHIUIOB. HaMu npeitoskeHbl TpU OOIINX TIPIH-
IUATIA OCYIIECTBICHUS HKOJOTMYECKOTO MOHWTOPHHTA COCTOSHUS JIOKATHHBIX
U PErMOHAJIBHBIX OHOTHYECKUX COOOIIECTB/TaKCOIeHOB: 1 — HeoOXOAUMOCTh
OCYIIECTBJIEHUS CHHTOITHOTO W CHMHXPOHHOTO aHain3a (hOPIOCTHBIX IEHOTIO-
MyJISIUi 1 coo0IecTB (TaKCOIEHOB); 2 — 00s13aTe/IbHOCTh IPUMEHEHUST 110-
MyJISITUOHHO-TIEHOTUYECKOTO TTO/IX0/1a, BKJIIOYAIONIETO COMPSKEHHBIN aHaIn3
U3MEHYNBOCTU CUMIIATPUYECKUX BU/IOB; 3 — y4eT COOTHOIIEHUST BHYTPU- U MEIK-
IPYHIOBON (hEHOTUITMUECKON TIACTUIHOCTH U MOP(MOIOTHIECKOr0 pasHoobpa-
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sust (morphological disparity) MozenbHbIX cummaTpuueckux BugoB. CoueraHue
ATUX MPUHITUIIOB MO3BOJSIET KOJIMYECTBEHHO OIEHUTH CTENeHh MOP(hOTEHETH-
YEeCKOW PeakIuu JOKAIbHBIX ¥ PETMOHAJIBHBIX TIEHOTOMYISAIUN U TaAKCOIEHOB
Ha HEraTUBHBIC IKOJOTMUECKUE BO3/ICHCTBUS, T.e. MEPY UX MOP(OTEHETUIECKON
YCTOMYNBOCTH.

Panee mbr onpenenniu (Bacusbes, 2012), uto doprocTHbIMU CUUTAIOTCS
Kak repudepudeckue (KpaeBble) TPYIITUPOBKU, TaK U T€, KOTOPble (GOPMUPY-
I0TCSL U JIJIUTEJIBHO CYIIECTBYIOT B T€XHOTEHHO HAPYIIEHHbIX (3arpg3HEHHBIX,
MOBPEXK/IEHHBIX U U3BMEHEHHDBIX) IPUPOAHLIX Janamadrax. [loatomy doproct-
uple Tpynmuposku (DI) ciexyer pasmesuTh HA TPU TPYIIIBL: €CTECTBEHHBIE
(MapruHasbHbIE), TEXHOTEHHbIe (MMIIAKTHbBIE) W CMelllaHHble (MapruHaJIbHO-
MMIIAKTHBIE), HaceJdIole TPaHUYHbIe /Ui SKU3HU 9KOJIOTHYECKHUe YCJIOBUS,
OTATYCHHbIE BJIMAHUEM COYETaHHOTO aHTpolnoreHHoro daxropa. Cpean HUX
CJelyeT BBLIIETUTh (haKyIbTaTHBHbIE (BpEMEHHbIE, C€30HHBIE) U OOIUTaTHBIE
(mpucyTcTBYIOIMME TOCTOSTHHO) hoproctHble rpynnupoBku (Bacuabes, 2012;
Bacuibes u ap., 20186).

Oco0blit MHTEPEC TMPEACTABISIOT TIEPHOTNIECKH (HDOPMUPYIOTITIECST CE30H-
Hble (OPIOCTHBIE TPYNIUPOBKUA — TeHeparuu (KOTOPTBI) Y BUIOB-2(heMepOB.
DopHOCTHBIME OHK MOTYT OBITh Ha3BaHBI KaK MTPEACTABUTENN HanboIee PAHHITX
U CaMBIX TIO3JTHUX Ce30HHBIX KOTOPT (TeHepaIuii, MOKOJEHUI ), KOTOPbIE CTAJIKU-
BAIOTCS C OTKJIOHAIONIUMUCS OT HOPMBI 9KOJIOTHYECKUMHU ycaoBusAMu. K Takoit
JKe KaTerOPUU OTHOCSTCS U «XPOHOIONYJIAINIy (HAlIpuMep, reHepaiu psjia
HACEKOMBIX MJIV PbIO), TIPEACTABUTENN KOTOPBIX CO3PEBAIOT B PasHble CMEKHbBIE
TO/IbI ¥, HECMOTPS Ha KOHCIEIU(PUIHOCTD, B 3HAYMTEJILHOM Mepe reHepaTuBHO
n3oaupoBanbl. Ce30HHBIE W TEPUOANYECKUE MACCOBbIe MUTPAHTBI (MacCOBbIE
MUTpAI JIEMMHUHIOB, ce30HHas «(ha3a pacceseHusI» BOASHON TI0JEBKU, OCe/l-
Jlas v niepesieTHas dasbl y a3MaTCKON capaHyu U JIp.), CTATKUBAIONTNECS ¢ HOBBI-
M# GHOTOIIAMH, TAK/KE MOTYT OBITh YCIOBHO MPUYUCIECHBI K (haKyIbTaTHBHBIM
oproctabIM rpynnaM. YacTb TaKUX CE30HHBIX U TEPUOMYECKN BO3HUKAIONINX
(hoprioCTHBIX TPy SABJIAIOTCS SKOHAMU (CM. BBITIE, TJIaBa 4).

Ecnu paccMaTpuBaTh CTPYKTYPY apeajia BUJIOB U ee TUHAMUKY, CBSI3AHHYIO
€ KOMILIEKCOM TIPUPOHO-KJIUMATHIECKIX U aHTPOTIOTEHHBIX BO3/IEHCTBUN Ha
6UOTY, TO MOYKHO TIPEITOKNUTH O0TTee TETATHHYTO CHUCTEMY Kaccrudurarim (hop-
MMOCTHBIX MEHOMOMYJISAIi. Mbl npeniaraeM (OpPIOCTHBIE (DParMeHThI apeaa
BU/IA MTO/IPA3/ICJIUTh HA €CTECTBEHHbBIC W aHTPOIOTeHHbIe. EcTecTBeHHbIE (hpar-
MEHTBI HACeJIeHUs BUJIA B CBOIO OYepe/lb MOAPA3ACSIIOTCS Ha MapTUHAIbHbBIE,
MMUOHEPHBIEC U PEJMKTOBBIC. MapruHaabHble MOMYJIAINNN 3aHUMAIOT TPUTOTHBIC
JUIS JKU3HU BUJIA KpaeBble YYACTKU Ha TIpefiesiaX ero pacnpoctpaHerus. [1no-
HEPHBIEC MOTYT BO3HUKATH KaK BPEMEHHbBIE UJIH TIOCTOSHHbBIC HOBBIE MOIYJIAIINN
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3a mpezesiaMu 00BIYHOTO apeasia Buja (B 9KCKJIaBaX ), BOSHUKIIHE OTHOCUTEb-
HO HelaBHO Oyraroiapst HeGOJIbIINM WJIH CYIIECTBEHHBIM M3MEHEHUSM KJINMa-
TUYECKON MU GUOTUYECKOI 0OCTAaHOBKU. YCJIOBHBII IpuMep (HOPMUPOBAHKI
€CTEeCTBEHHbIX (bOpHOCTHbIX HeHOHOHyﬂHHHﬁ, O6I/ITaIOHII/IX B BBICOKOTOPbAX,
npezctsiaen Ha puc. 50. Harpumep, npu AuTeIbHBIX TPEHAAX U3MEHEHUsT KU~
MaTHYECKUX yCJIOBUU MOXKET BO3HUKHYTH BO3MOKHOCTDL PACIINPEHUs apeana
MNJIN OTAEJIbHBIX BbIXO/IOB 3a €ro IIpe/ieJibl, B YaCTHOCTU IIPO/IBUKEHNE TPaHUIIbL
Jleca B BBICOKOTOPBE (cM. puc. 50) 1 Ha ceBep NP ITUTENbHOM TTOTETIEHUN 1
YBJIAKHEHUU KJIuMara. B Takoii cuTyaluy HUKe 110 CKJIOHY TOPbI CUMIIaTpHIye-
cKue BUIBI coobIecTBa (hOPMUPYIOT CHAYaJIa OrPaHUYHbIE, a 3aTeM rabuTyaJb-
Hble [IEeHOIOIYJISAMHU, T.e. XapaKTePHbIE JJIsI JaHHOIO MeCTOOOUTAHUS.

Lenononyasiuuun

®doprocTHbIE

Iorpanuunsie

T"aburyansHble

Puc. 50. Tunorernueckuii mpumep GopMUPOBAHNST eCTECTBEHHBIX (DOPIIOCTHBIX, & TAKKe T10-
IPAHUYHBIX C HUMH U OCHOBHBIX TaOUTYaIbHBIX IIEHOOMYJISAIMI B BBICOTHOM TPaJNEHTE YCII0-
BUil (IITPUXOBAS JIMHUA pas/iesiseT (GopIoCTHbIC ¥ HOTPAHNYHEIE [EHOIOILYIAIIN ).

PesmikToBBIE (DOPIIOCTHBIEC TOIYJISIIIAN, OGUTAIOT B PEJUKTOBBIX OHOTIYE-
CKUX YCJTOBUSX W JaHAmadTax (aHKIaBax), COXPAHUBIIUXCS OT TPOIIEATTUX
ATIOX IO TEM WJIM UHBIM 0OCTOSITELCTBAM (BBICOTA: TPABUTALMS, MTAPIIHATBHOE
cofiepkanie KUCAOPOIa, MHCOSIIIS, HU3KUE TEMIIEPATYPBI U IP.; 0COOEHHOCTH
HKCIIO3UIMU; KPYTU3HA CKJIOHOB rOp u 1p.). OOBIYHO PENUKTOBbIE JAHAIADTHI
COXPAHSAIOTCS Ha HEOOMBINTIX TEPPUTOPUSX TIOCTIE CMEIEHMs TPAHUI] TTPUPOJI-
HBIX 30H Ha 10T, peske Ha ceBep.

AnTponorennbie hopriocTHble PparMeHThl apeasia BOSHUKAIOT KaK PEAKITHS
BUJIa HA TY WM UHYIO JIEATEIBHOCTD YEJTOBEKA, TIABHBIM 00Pa3oM TEXHOTEHHOE
3arpsi3HeHue cpefibl. B pesysibraTe 4esioBeYeCKOil JesTeTbHOCTH MOTYT BO3HU-
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KaTh TEXHOTEHHBIE ITyCTBIHU, TPUBOAIINE K PE3KOMY M3MEHEHHTO KauecTBa yc-
JIOBUH JKU3HU JTOKATHHON OMOTHI: TATEKO He BCe MCXOIHO CYIECTBOBABIIIE Ha
9TUX TEPPUTOPUSX BUJIBI CIIOCOOHBI MO-TIPEKHEMY JKUTh B TAKUX YCJIOBUSX, HO
HEKOTOPBIE M3 HUX BCE JKe CITOCOOHBI ATATTTUBHO M3MEHNUTHCST 32 KOPOTKOE BPEMST
1 BbDKUTD. [loaToMy aHTpororeHHbie (hOPIOCTHBIE MOTYIAIUA MOKHO TT0/Ipa3-
JIeIUTh Ha UMITAKHbIe, THBAa3MOHHBIE M MHTPOAYKIIMOHHBIE. IMnakTHBIME (pucC.
51) ABISIOTCS NOMYJISAIINU, KOTOPbIe PaHee CYIIeCTBOBAIN HA JaHHON TEPPUTO-
pUH, HO UCIBITAIIH, HATIPUMED, TEXHOTEHHOE BO3/IeHCTBUE — TEXHOTEHHBIN y1ap
— technogenic impact (0T 9TOT0 U IPOUCXOAMT Ha3BaHKME UMIIAKTHBII — cM. Bo-
pobGeitunk, 2004).

Ilorpanuunsie
(6ydepHsIe)

\/

["aburyanbHbIe

|
i (ponoBbIE)

(MMIIaKTHBIC)

e

JlokanbHbIe TaKCOLIEHBI, IPECTABICHHBIC
LIEHOMOIYJISIUSIMUA CUMITATPUYECKUX BUIOB
B TEXHOT'€HHOM cpejie 00uTaHus

|
|
|
|
|
|
doprocTHbIe =
|
|
|
I
|

Puc. 51. Buptyanbustit npumep hopMupoBanist GOPHOCTHBIX AaHTPOIIOTeHHBIX (MMIIAKTHBIX ),
a TakKe MOTPaHNIHBIX (OyhepHDIX) 1 TabUTYaTbHBIX ((HDOHOBBIX) MEHOMOMYJISIIN B COCTABE
COOTBETCTBYIOIIUX TAKCOIEHOB B IPA/IMEHTe TEXHOTEHHOTO 3arpsI3HEHUsT Cpejibl (CTpesKa —
HaIpaBJIeHNe OT HCTOYHUKA TEXHOTEHHOTO 3arPsI3HEHNST CPE/IBI OONTAHM).

Ha puc. 51 npexacraBien mnpumep HOPMUPOBAHUS aHTPOIOTEHHBIX (oOp-
HOCTHBIX, TTOTPAHUYHBIX M TaOUTYaJbHBIX [EHOTOMYJISIIUI CUMIIATPUIECKIX
GJIM3KOPOICTBEHHBIX BU/IOB ¥ 00BEIMHSAIONINX UX TAKCOIIEHOB, KOTOPHIE TaKsKe
MOJKHO Ha3BaTh MMIIAKTHBIMU, Gy(hepHbIME 1 (POHOBBIMHU, KaK 9TO OOBIYHO TPH-
HATO B dKoToKcuKomoruu (Bopobeitunk u ap., 1994; Bopobeitunk, 2004; Bes-
eiib, 2006). TabuTyabHble, LU PETYJISPHbIE, LIEHOIIOIYISLNN B JAHHOM CJIydae
PACITOJIOKEHBI HA TEPPUTOPUSX, KOTOPbIE YACTO HA3bIBAIOT KOHTPOJIBHBIMU TIO
OTHOIIEHUIO K MMIIAKTHBIM B OTHOIIEHUH CTENIEHU TEXHOTEHHOTO 3arps3HEHUS
TEM WJIN WHBIM TOKCUIHBIM MOJTIOTAHTOM.

MHorre UMIakTHbIE MOMYJIANIE CIOCOOHBI 0OUTaTh B M3MEHEHHOI Tex-
HOTE€HHOH cpefie, HO TIOTIAJIal0T B HOBbIE HETATHBHBIE 9KOJIOTHUECHKE YCIOBUS,
KOTOpbIe BH/ B CBOEW MCTOPHH elle He UChbIThiBald. DakTudeckn OHU TOTA-
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JIAfOT B TIOJIOXKEHWE TPYNIUPOBOK, BBINIEAININX 32 MPEIebl BUAOBOH HOPMBI
YCJIOBUIT OOUTAHUS, T.e. SIBJSIOTCS BBIHY/KIEHHBIM AHAJOTOM ECTECTBEHHBIX
MUOHEPHBIX ToTyJrsiuil (puc. 52). Cpey aHTPOTIOTEHHBIX (hPArMEHTOB apeasia
MOKHO PacCMaTPUBATh TEPPUTOPUH, 3aHATHIC HOBBIMU JIJIT HUX 9Y;KEPOHBIMU
Bugamu. [lomysnsanum, BHenpUBIIMECS HA aHTPOIIOTEHHO M3MEHEHHYIO TE€pPpPHU-
TOPUIO, CJIe/lyeT Ha3bIBaThb WHBA3MOHHBIMU (DOPIIOCTHBIMU. HacTO BO3HUKHO-
BeHue (hOPIIOCTHBIX MOTYJISAIMK CONPSKEHO C IePBOHAYAIBHON YeI0BeYeCKOn
JIeSATETHHOCTHIO 110 MHTPOYKIIMN PACTEHUN M KUBOTHBIX, HO 3aT€M OHU CaMO-
CTOATEJIBHO U JIasKe arpecCMBHO 3aHUMAIOT MOAXOSANINE VI HUX UMIIAKTHBIE
TEPPUTOPUH, MTPEOOIIEBAST COMPOTUBIEHNE OCTAOIEHHBIX CTECTBEHHBIX CO00-
IIECTB, U JIa’Ke BBITECHSIOT IOIYJIAIMU MHOTUX MECTHBIX BU/IOB. XapaKTepPHbI
cJly4au IIPOHUKHOBEHUS U PacCeseHUus OT/AEIbHbIX NHBa3MOHHBIX BUOB C I10-
MOTI[HIO TPAHCTIOPTHBIX CPEJICTB, JKETE3HBIX 1 ABTOMOOUITLHBIX I0POT, B1arofapst
cy4yaillHoMy [epeHOCy BereTaTMBHBIX (hparMeHTOB — YEPEHKOB, CIIOP, CeMsH,
OT/IETBHBIX JKMBOTHBIX U T.JI.

AHamM3 TUMTOTETHYECKON cXeMbl (CM. puc. 52) HeomHOpomaHOCTH (dpar-
MEHTAIINN) TIPUTOAHBIX YCJOBUN OOWTaHUS B TIPEeaxX eCTECTBEHHBIX W aH-
TPOIMOTEHHBIX YacTell apeasioB BUIOB, (POPMUPYIOIINX GHOIIEHO3bI, TIOKA3BIBAET,
YTO 3HAYUTEJbHbIE TIPOCTPAHCTBA B TIPE/eax apeaja J00ro Bujga MOTYT 3a-
MOJTHSTHCST CIIOPAJINYecKu, T.e. 6e3 (hOPMUPOBAHUST TIOCTOSTHHBIX TIOCEJIEHUI U
neHonomysAnuii. Takoe sBIeHNEe TTIPUHATO HA3BIBATh KPY’KEBOM apeasia BUIOB
(Tumodees-Pecosckuit u np., 1973, 1977). Oxanaxko B oT/esbHbIE TO/BI C Pa3-
JIMYHBIMU KJIUMATUIECKUMM CUTYAIMSIMU U TIPU Pa3HOM aHTPOINOTEHHOM BO3-
JIEHCTBUM TIOJIHOTA BOCIIPOM3BEIEHUS 3TOTO <KPyKeBa» MOXKET OTJIMYAThCS.
[ToaToMY MEpUOMYECKH B OIATOTPUATHBIX YCIAOBUAX BPEMEHHO BOSHUKAIOT HO-
Bble (hOpPIIOCTHBIE TIOCETEHU, KOTOPbIe MOTYT COXPAHATBCS JAJIUTEIbHOE BPeM4.
Teppuropru BpeMeHHO BO3HUKAIONIMX CHOPAJANYECKUX (DOPIIOCTHBIX IMOILYJIs-
LU MOTYT pacCMaTpUBATbCS KaK MAJIOIPUTO/IHble (TeHTAaTUBHLIE), HO UMEIOTCS
TakKe He3aceJeHHbIe (YACTIAHAHBIE) YIACTKU apeasoB, KOTOPbIe MOTYT GBITh
cTabUIBHO HEMPUTOAHBIME (CM. puc. 52). Berpevaiorest Takske 0oCTPOBHbBIE aH-
KJIaBHbBIE (PEJIUKTOBbIE) W 9KCKJIaBHbBIE (32 TIPEIeJIaMU BUIOBOTO apeasa) TMoIy-
JISITTAY BUJIA.

Tpetbeii kKaTeropueit aHTPOMOTEHHBIX (DOPITOCTHBIX TPYIIT CJELYET CYUTATD
UHTPOAYKIMOHHBIE (cM. puc. 52). Takue HOPIOCTHBIE MOMYJISIINI CBSI3aHbI C
JIESITETHHOCTHIO YeToBeKa W (hOPMUPYIOTCS TPU MOMBITKAX <«YJIyUITUTh> MPH-
POJIHBIE MU XO3STUCTBEHHBIE CBOMCTBA MECTHOI OMOTHI 32 CUET UCKYCCTBEHHOTO
BHEJIPEHUS TIPUBJIEKATEIBHBIX [IJIST YeJIOBEKa Uy KePOIHBIX BUoB. K uncity Bu-
JIOB-MHTPOJYIIEHTOB, 00PA30BaBIINX MHOTOYKMCJIEHHBIE WHTPOLYKIIHOHHbIE T10-
MYJISIIAN, KOTOPBIE YCIENIHO BHEJPUIIUCH B €CTECTBEHHbBIE COOOIIECTBA, YACTO
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N CeBepHblii 9KCKnaB
YacTnaHgHble
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S lTuoHepHkIe O _MHMPOoOyKYUOHHbIE
é eo®
MﬂaKmF@
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®dparmeHTH apeana Buaa: eI
YacTtnaHgHble ®DopnocTHble: WHnaHgHble:
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@ LeHmpanbHbie

Puc. 52. Tunoternyeckast cxemMa MpoOCTPAHCTBEHHON CTPYKTYPBI 1 (hparMeHTaIIH apPeasoB ¢
Y4eTOM Pa3HBIX THIIOB €CTECTBEHHBIX H aHTPOMOTEHHBIX (DOPITIOCTHBIX IIEHOTIOMY IS BUIOB,
HACEJIAIONIMX eCTECTBEHHBIE M HAPYIICHHBIE GHOTOMBI (1 GHOIEHO3bI) PA3HOTO TIPOUCXOK/IE-
HUS (TOSCHEHNS B TEKCTE).

BBITECHSIST M3 HUX aOOPUTEHHBIX KOHKYPEHTOB, MOKHO OTHECTHL: JIJIST MJIEKOTIU-
TAIONIUX — OHJATPY, EHOTOBUAHYIO COOAKY, AMEPUKAHCKYIO HOPKY; ISt PbIO —
Jielma, ca3aHa, POTaHa; /I PaCTeHNi — 3710/1e10, GOPIIEBUK U JIp.

Bce Tpu kateropuu hoprnoCTHHIX TPYIIHPOBOK 34 CYET MACCOBOTO 0TOOpA
Hanboslee aJleKBATHBIX [IJisl TAHHBIX YCJIOBHIT OHTOT€HETHYECKUX BapUAHTOB,
BOBHUKAIONIUX OJIaro/[apsi POsABICHIIO (PeHOTUITHYECKON TIJIACTUYHOCTH, MOTY T
ob6ecriednTh MOCTENIEHHOE PACIIUPEHUE U N3MEHEHHE HBOJTIOTIHOHHO-9KOI0THYe-
CKOTO IMOTEHI[Hajla He TOJbKO reorpadryecKux BUIOBBIX OPM, HO U I[EHOIO-
MyJIANUE Pa3HBIX BUOB, (GOPMUPYIOTIHUX IKOJIOTHIECKH «KPAEBBIe» COOOIECTBA
€CTeCTBEHHON M TeXHOTEHHOMN IIPUPOJIBL.

TexHorentoe BO3/eliCTBIE HA TIPUPOJHBIE OUOIEHO3LI TPUBOAUT K (hop-
MUPOBAHUIO JIAHANIAPTHO-TEPPUTOPHATBHBIX JIOKAJIUTETOB, YHUKAJIbHBIX JJIST
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HBOJIIOIUOHHON CTOPUN OMOTHI. BOZHUKAIOT He TOJBKO JEeMYTAIllMOHHBIE CYK-
[[ECCOHHBIE CIIBUTH, HOCSIIIE BPEMEHHbII «paHeBOI» XapakTep, HO U 00Opa3y-
I0TCSI HOBBIE CYTIIECTBEHHO M3MEHEHHbIC TeXHOTEHHbIE JIAaHAIADTDI, HATPUMED
30HBI «T€XHOTEHHBIX MyCThIHb> (0KpecTHOCTH T. Kapabain B YeassOutckoit 061,
usn . Monueropek B Kapesinn, 30861 yTeuek HedTH 110 Tpaccam He(TepoBOI0B
B 3anagHoii Cubupu u ap.). C mogo6HbIMEI MaciiTabaMu 3arpsisHEHUsT OOIIHP-
HBIX TEPPUTOPHUIT HEOOBIYHBIMU U YACTO TOKCHYHBIMU TEXHOTEHHBIMU TTOJLIIO-
TaHTaMKu B OGOJIBINIUX KOHIEHTPAIMSIX JIOKaJIbHble OMOTHYECKHE coo0IecTBa
HUKOT/IA He BCTPEYAJINCH U, KaK MIPABUJIO, B TAKUX HOBBIX YCJOBUSX COXPaH:I-
I0TCS JIUIIL UX HanboJiee ycToiunBbie (hoprocTHbie (PparMeHThl WU OT/ETbHbIE
TOJIEPAHTHBIE BUIBI.

CKOpOCTb BHYTPUBUIOBBIX (PEHOTUITNYECKUX U3MEHEHWI TIPU OTCYTCTBUN
€CTECTBEHHOTO KOHTPOJISI CO CTOPOHBI TIPUPOIHBIX COOOIIECTB MOXKET OBITH
OY€Hb BBICOKOH, UTO HAOMIOMAETCS TP (hOPMUPOBAHUK TTOPOJ] TOMAITHIX JKH-
BOTHBIX M COPTOB KYJIBTUBUPYEMBIX UEJIOBEKOM PACTEHUH 3a cuer OeccosHa-
TEJBHOTO WJIM HalpaBJIeHHOTO nckyccrBeHHoro or6opa (Drake, Klingenberg,
2010; Young et al., 2017). I[ToaToMy B TeXHOTEHHO U3MEHEHHOM cpefie ObICTPhIE
HaIpaBJeHHbIe MOp(OreHeTHYeCKre MepecTPOKA MMIAKTHBIX (HOPIIOCTHBIX
IEHOTIOYJISATIAI CUNTAIOTCS B HAIITK JHU BIIOJTHE PealbHbIM aBieHueM (Bacu-
sbes, Bacunbesa, 2005; Bacuibes, 20096). CienoBaTe/ibHO, IIPU yCUIECHUN TEX-
HOTEHHOTO BO3/ICHCTBUS M3MEHSETCS HE TOJBKO BUIOBOHM COCTaB MMITAKTHBIX
(oprocTHBIX COOOIIECTB, HO, 4TO GOJIEe CYIIECTBEHHO, U UX KaueCTBEHHBII CO-
CTaB, TPEACTABICHHBIH OBICTPO M3MEHSIONUMUCS UMIIAKTHBIME (DOPTIOCTHBIMU
HEHOIOMYJISIIISIMA BUZOB-KOMIIOHEHTOB. B 9TOM cJiydae mpoucxXofsiT ObICTPbIe
930TeHeTHYECKIe, ATM3NOHHBIE U WHBA3UOHHBIE MEPECTPOUKH, CBI3aHHBIE C
U3MEHEHMEM CTPYKTYPbI co001IecTs u axosorndeckux uui (DH) BupoB, BX0-
JSIIAX B COOOIIECTBO, UTO BJUMSECT HA MPOTEKaHUe (HUIOIEHOTEHETHYECKOTO
npouecca (YKepuxun, 2003). Takue nepecTpoiiky Hen30eKHO U3MEHSIIOT CTPYK-
TYpPY U GYHKIIMOHUPOBAHUE COOBIIECTB U CTUMYJIUPYIOT B TIEHOMOMYISTIUAX BH-
JIOB-KOMTIOHEHTOB TIPOTIECCHI MOP(OTEHETHYECKUX MPeodpa3oBaHuii, KOTOPbIE
CBSI3aHBI C OCBOCHIEM HOBBIX 9KOJIOTHUECKUX JIMIIEH3HiT (CBOOOIHBIX PECYPCOB).

[Tpoucxoasuuii B yCIOBUAX U3MEHEHHBIX (DOPIIOCTHBIX COOOIIECTB CABUT
IOH menononyssammit n hopMuUpoBaHUe Y HUX HOBBIX MOPGHODYHIIMOHATBHBIX
BO3MOKHOCTEI MOTYT Ha (hOHE TTOCTOSTHHBIX CEJIEKTUBHBIX TIPOTIeccOB Muddys-
HOU KO3BOJIIOI[UH CIIOCOOGCTBOBATH CIIEIIMOTEHETHUECKIM TIEPECTPOIKAM B TIep-
ByI0 ouepe/ib akosiorndeckux Hutl (FKepuxun, 2003). Creruoretes B peskume
CUMIIATPUYECKOTO (HOPMOOOPA3OBAHUST MOJKET 3aTPArHBaTh BCE aCIEKThI 001Iel
IH, Bausist Ha peoOPa3OBaHUE TPEX €€ OCHOBHBIX KOMIIOHEHT: [pUHHE IHAH-
ckoit, dironuanckoit u Pukiedceunanckoit vut (puc. 53). [pu gecrabusmsanun
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Puc. 53. Crpyxrypa sxosormdeckoii numnri (9H) 1 B3aUMOCBSI31 €€ OCHOBHBIX KOMITOHEHT:
Ipunnennuanckoit, dnronnanckoit u Pukiedcuanckoii HUlI, 9BOIONNOHHO-9KOIOTHYECKIE
PeodPa3oBaHIsT KOTOPHIX 06YCIOBJIEHD! TTOTEHIIMATBHBIMI CEEKTUBHBIMHU MEPECTPOIKAMI
MopdoreHesa, obecrieunBaoMi Guoreorpapuaeckue, MOpGHOCTPYKTYpHbIE, (DYHKIIUOHATb-
HBIE 1 TTOTTYJIAIINOHHO-TIEHOTHYECKUE a/[aTITAITHI.

yCJI0BHUE 06uTaHUsST POPIIOCTHBIX COOOIIECTB U 0CTabJEHUN KOHTPOJISI CO CTOPO-
HbI COOOIIECTBA MPOLECCHl HEKOIEPEHTHOTO CIIEIUOreHe3a B HEHOIOMYISINIX
CUMNATPUIYECKUX BUZOB MOTYT yckopuThes (Kpacuios, 1986; Bacusbe, bosib-
makos, 1996; Thompson, 1998; Kepuxun, 2003; Bacuibes, Bacuibesa, 2005).
IBOJIOIUOHHO-9KOJOIMYeCKHe [IPeobpa3oBaHusl YKa3aHHbIX TPEX KOMIIOHEHT
IH 06yca0BIeHbI MOTEHITAIBHBIMU CEJIEKTHBHBIMU IIepecTpoiikamMu Mopdore-
Hes3a, KOTOpbIE B CBOIO o4epeib obecrieunBaior hopmupoBanue duoreorpaduyde-
CKMX, MOP(HOCTPYKTYPHBIX, PYHKITMOHAIBHBIX U TTOTYJISIITHOHHO-TIEHOTUYECKIX
aanTani.

OCHOBHBIM TIOJIXO/IOM K BBISIBJIEHUIO CTENEHU YCTOWYHUBOCTH TaKUX (hop-
HOCTHBIX IONYJSLUI U COOOLIECTB MOKET ObITh AJIMTE/NbHbII (heHOTeHeTH-
YecKuil U MOp(hOreHeTHUeCKUit MOHUTOPHHT, BKJIOYAIONIMI HCIIOJIh30BAHIE
METOJIOB MOIYJISIIUOHHON (DeHOTEHETHKHN 1 (DEHETUKH, a TAKKE FreOMeTPUIECKON
Mopdomerpun (Bacuibes u ap., 20186). B nociennem ciydae peub aeidcTBU-
TEJBHO HJAET 00 M3YUEHUHU MPOSIBJICHUIT MOP(HOreHeTHYeCKO N3MEHYUBOCTH,
MOCKOJIbKY MTPUMEHEHUE METOJIOB TEOMETPUUYECKOI MOP(hOMETPUH, OMTHUCHIBAIO-
1ieit BappupoBanue GopMbl 0OBEKTOB, UCKIIOUAS BIUSHUE UX PAa3MEPOB, JIOIY-
CKaeT MPSIMYI0 MOP(OreHeTUUeCKYI0 NHTEPIPETAINIO BISIBJISIEMbIX Pa3JIMUnii
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(Sheets, Zelditch, 2013). CpasHenue Gpopmbl 00bEKTOB, IPUBEAEHBIX K OJHUM 1
TEM JKe pazMepaM, JaeT BO3MOKHOCTH COBMEIATh M300paKeHUsT MOP(POCTPYK-
TYP pasHbIX BU0B 110 roMosiornatbiM MeTkam (landmarks) u usyuars nx nusmes-
yrBOCTH ¥ MOpGopazHooOpasue B 001eM MOPQOIPOCTPAHCTEE.

3aKOHOMEPHOCTU COMPSLKEHHON M3MEHYMBOCTH OJHUX U TEX K€ TOMO-
JIOTUYIHBIX MOP(OJTOTHUECKUX CTPYKTYP Y Pas3HBIX CUMIATPUYECKUX BUIOB,
(hopMUPYIONIIX TIEHO3bI, U3yUYeHbI MOKa elle HepocTaTouHo (Bacwibe u ap.,
2010a). /IaHHBII acleKT KpaiiHe Ba)KeH IIPU PeLIeHIH Psiga IPpo0IeM SKOJIOTHUH,
MOCKOJIBKY TIO3BOJISIET MOHSITHCS C TOIYJISIIIUOHHOTO YPOBHS U3yUYeHUsT Ha Tie-
HOTHYECKUH, T.e. PACCMATPUBATH IIOMYJISIIIUOHHO-IEHOTUYECKIE ITPOSIBIEHISI
usmenunBoctu (Violle et al., 2012; Byksapésa, Anenenko, 2013; Vasil'ev et al.,
2015). Cucrema opraHusaIiiu MOIYJISITHIOHHO-IIEHOTHYECKOTO MOHUTOPHHTA
JUJIST OI[EHKU COCTOSTHYSI IIEHOTOMY IS CUMITATPUYECKUX BUIOB U JIOKAIBLHOTO
TAKCOIIEHA B I[€JIOM IIPEe/ICTABJIEHA Ha PHC. 54.

ITonroroBka k MOHUTOPUHTY U BBIO

Br160op noxanbHbIX "GoprocTHEIX"  CHHXPOHHBIH M CHHTOIHEIN COOp OHOJIOTHIECKHX
LEHOTIOMYJISIHI 1 TAKCOI[CHOB 00pasIoB U3 HEHOMOMYJIAIHNA CHMITATPHICCKAX
(IPOCTPaHCTBEHHBIN aCIEKT) BHUJIOB TAKCOLICHA/TaKCOLIEHOB (BPEMEHHOI aCIIeKT)

Br160p 1 FOCTHPOBKA METOAMK

Be160p TOMOJIOTHYHBIX (PEHOB HEMETPUYECKUX TPU3HAKOB H/HIIH 3JIEMEHTOB (DOPMBI
(METOK-TaHAMAapOK) MOP(OCTPYKTYp, OLM(POBKA MaTepuana, Co3AaHHe 0a3 JTaHHBIX

COHpH)KeHHLIfI AHAJIN3 BHYTpU- U Me)I(prHHOBOﬁ N3MCHYHNBOCTH

MOpP(})OMETPUYECKUX ¥ HEMETPHIESCKUX IPU3HAKOB [EHOMOMYIISIHIA
CHMIIATPUYECKUX BHIOB B COCTABE JIOKAIbHBIX ()OPIOCTHBIX TAKCOLIEHOB

Amnanus Ananus OmneHka BHYTpH- U OneHka JucnepcHit
H3MEHYHMBOCTH  KOMIIO3ULIMH MEXIPYIIIOBOrO obmeii (TA), HarpaBIeHHOH
(hopMBI 00BEKTOB (enoB mMop(opasroobpasus  (DA) u dimykryupyromeii (FA)
¥ MOpQoHMII  HEMETPHYECKHX  (morphological ACHMMETPHH

Metogamu I'M TIPU3HAKOB disparity)

Puc. 54. Cucrema momy IAIInOHHO-TIEHOTHIECKOTO MOHUTOPUHTA.
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OO6beKTaMyl TIPU 3TOM SIBJISTIOTCST KOHBI U TIEHOMOIYJISIIIAN, BXOAIINE B
COCTaB JIOKAJIHOTO TaKcolleHa. boJsiee MUPOKNIT aHATN3, BKIIOYAIONIMH KOM-
MOHEHTBI BCETO OMOTHYECKOTO COOOIIECTBA, YPE3BBIUAITHO 3aTPY/AHEH, TpeOyeT
[IPUBJIEYEHUST OOJIBIIIOTO YUCJIA CIEIUATICTOB U B HACTOSIIEE BPEMSI TIPAKTHU-
yecku HeocyecTBUM. [loaTomy usydenne dheHoreHeTHUeCKol peakinuu par-
MeHTa cOo00IIeCTBa — TaKCOIeHA (SIBJSIIONIETOCST €T0 MOJIENBIO) HA JJIUTETHHOE
oburanue B posu GOPIOCTHON IPYIIIBI, IPEACTABIAET c000i a(PEKTUBHBIN U
oTIepaIioHaIbHBIN TTOJXO/L.

DeHOreHETHYECKAST PEAKITUST MOJKET OBITH OIEHEHA 110 PA3JINYHBIM TIPOSIB-
nenusiM denorunuyeckoii mactuunoctu (Schlichting, 1993; Pigliucci, 2001;
West-Eberhard, 2003, 2005) — pasHoil MOp(OreHeTHYEeCKOil peakiui OJHOTO
U TOTO JKe TeHOMa Ha Pa3Hble YCJIOBUS, T.e. IPOsIBJIeHNEe UHUBUYAJbHON MO-
IN(hUKAIMOHHON M3MeHYMBOCTH. Takoil aHasn3 ocylecTBUM, HapuMep, Ha
JINCTBSIX JIPEBECHBIX PaCTeHUl, KOTOPbIE SIBJIAIOTCS METAMEPHBIMU IIPOSIBIICHU-
MU WHIAUBUAYadbHOU (eHoTnmmmueckonn miractnanoctn (Kopona, Bacumbes,
2007). /1y *KUBOTHBIX, CKOPee, TIOJXO/SAT METO/IbI N3ydeHus (IyKTynpyIomiei
aCHMMETPUH, TTOCKOJIBKY TIPOSIBJICHUE TEX WJIN WHBIX OUMJIaTepaIbHBIX TPU3HA-
KOB pa3MepoB, (hOpMBI U CTPYKTYPHI /Ui JIEBOUM U MPABON CTOPOH TeJia TakKe
XapaKTepPU3yeT MHAUBUIYATbHYIO (DEHOTUITIUECKYTO TTACTUIHOCTH (Bacuiben
u z1p., 2007), a Takske BHyTpUrpyIoBoe MmopdopastHoodbpasue (Bacuibes u ap.,
2018a). Ilockombky aHamn3 (HEHOTUTMYECKOHN MJIACTUYHOCTH OCYTIECTBISACTCS
HA IPYIIIOBOM YPOBHE, TPEOYETCSI MOJMYIUTH BEIOOPKH JIJIST KaKIOTO CUMITATPU-
YEeCKOTO BU/IA, BXOIAIETO B TAKCOTICH.

Baxkubim yciioBreM T0JIydyeHusl CTPOTOM KOJTMYEeCTBEHHOW OIleHKU (heHo-
TUMTNYECKON TIJIACTUYHOCTH I TIEHOTOMYIAINH CUMIIATPUYECKIX BUJIOB $SIB-
JISIETCST TIPOBE/IEHNEe CMHXPOHHDBIX U CHHTOIHBIX (B MpPeesiaX OJJHOTO OMOTOIA,
armn) c60poB 06BEKTOB TS AajbHelero Mopdosornyeckoro ananusa. Kak
yKe OTMEYayoch paHee, MoJydeHHble BBIGOPKH JTOJKHBI OBITh CTATHCTIHYECKH
pernpesenTaTUBHBIMU. IlockosbKy mpesrionaraeTca MHOroJieTHee (He MeHee 3
JIeT) ciieskeHre 3a (DeHOTeHeTUIeCKON 1 MOP(hOTreHeTUYeCKON peakinsiMi KOM-
MOHEHTOB TaKCOIeHa, HEOOXOAUMO €KETOIHOE TI0yYeHHe JaHHbIX B TOT JKe ce-
30H (Mecsir) B uepezie Jiet Habmonernid. Eciin BaskeH ce30HHBIN actiekT cbopa
JIAHHBIX, TO OH JIOJKEH COOMIOMATHCS U B pasHble TOAbL IIpocieskuBanme ce30H-
HOM M MEXroZIoBON (DEeHOTEHETHMYECKUX PEAKIUil TaCT BO3MOKHOCTb OTIEHUTD
cTeneHb OTHOCUTEJNbHON YCTOWYMBOCTHU TEHOTIONYJISIINN Pa3HbIX BUJOB B CO-
CTaBe TaKCOIEHA, BBIABUTH TOJIepaHTHBIE ((PEHOTEHETUYECKH yCTONYUBBIE) U
Hanbosiee HeCTaOUIIbHBIE B IAHHBIX YCJIOBUSAX 00UTaHMst (DOPIIOCTHBIE TPYIIIIN-
poBku. UTOOBI OIIEHUTDH, B KAKOI Mepe (hOPIIOCTHBIE IEHOMOMYJISIUI 1 TAKCOIe-
HBI YKJIOHSIFOTCS OT T€X, KOTOPbIe OOUTAIOT B HOPMAJIbHBIX (HE 9KCTPEMAIBHDIX )
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HKOJIOTHYECKHX YCIOBHSIX, HEOOXOIMMO JOMOTHUTEIBHO U TaKKe CHHXPOHHO (B
TOT JKE€ MECSI] CE30Ha) MOJYUYUTh COOTBETCTBYIOIINE BEIOOPKH U3 KOHTPOJIbHBIX
IEHOMOMYJISAIUN W TakcoIeHOB. [Ipu 3TOM CyIecTBYIOT PUCKU HEyIadu IMpo-
BEJICHUS IOJITOBPEMEHHBIX UCCJIE0OBAHUN, TIOCKOJIBKY BU/I, OJTHE TOBI IOMU-
HUPOBABILUI B COOOIECTBE HA JAHHON TePPUTOPUHI, MOKET Ha CJeLYIONINI TO
BHE3AITHO UCYE3HYTh U BHOBbD HIOSIBUTHCS 37I€CH JIUIIb YePe3 JeCTUIETHUSI.

Nayyenue mopdosornieckoil 3MeHYNBOCTHU [P COIOCTABJIEHUN 9KOHOB
U [EHOTIOIYJISAIUI PA3HbIX CUMIIATPUYECKIX BUIOB CJIELYeT IIPOBOJIUTD IO TO-
MOJIOTHYHBIM CTPYKTYpaM, aieMeHTaM (hopMbl 1 ripoMepam. [IocKoIbKy 00bIMHO
ATH BUJII OTHOCATCS K OMHOMY U TOMY K€ TaKCOIIEHY, TO TOMOJIOTH3AITHS MTPU-
3HAKOB 00JIETYaeTCs.

CpaBHeHUe BUIOB TI0 OJJHIM M T€M K€ TOMOJIOTUYHBIM ITPU3HAKAM JIydIlle
BCETO OCYIIECTBJIATH C TIOMOIIBIO METOZOB (hEHETUKH, FCIIOJIb3YsT TOMOJIOTHY-
Hble (DeHBI HEMETPHUECKUX TTOPOTOBBIX NPU3HAKOB (cM. Bacuibes, Bacuibesa,
2009a), a TaksKe TPUMEHSISI METO/IbI TEOMETPUYECKON MOP(HOMETPUH € NCITOITh-
30BaHMEM OJIHOW U TOW K€ CHCTEMBI TOMOJIOTUYHBIX MeTOK-JaHaMapok (I1as-
OB, Mukermta, 2002; Zelditch et al., 2004; Klingenberg, 2011, 2013a, b;
Bacuibes u ap., 20186). Tomosiornunbie heHbl, a TakkKe TOMOJOTMYHBIE JIAH][-
MapKHU ZIAf0T BO3MOKHOCTH TIPOBENICHUS KaK MPSIMOTO CPaBHEHWS MTPE/ICTaBUTE-
Jiell Pa3HbIX BUJIOB, TAaK W MOJy4YeHUS MHTETPATBHO OIEHKU TAKCOIeHa B I1€JI0M
(Vasil’ev et al., 2015) B pesxknme taxon-free uccienosanust (Damuth et al., 1992;
Violle er al., 2012).

Ocoboe MecTo B TaKUX CPaBHEHUSAX Ha TOMYJISAIIMOHHOM, BUIOBOM U Tie-
HOTUYECKOM YPOBHSIX OPraHU3alNU 3aHUMAIOT TAKXKE U METOIbl OIEHKU MOP-
hosornueckoro pasnoo6pasust (morphological disparity), kotopbie mo3BosstioT
BBISIBUTBH CTereHb MOPGOTeHETHYECKON pPeakiny KaK IeHOTOIYJIAIUH, TaKk 1
TaKCOIEHOB Ha Te WK HHble ycaoBus oburanust (Bacuibes u ap., 2004, 2010a,
2013; Iasaunos, 2008; ITasaunos, Hanosa, 2009; Vasil'ev et al., 2015). Ilpu
GJIArOMPUATHBIX YCIOBHSIX BO3PACTAET TAKCOIEHOTHYECKOE (BUIOBOE) Pa3HO-
o6pasue, HO CHIKAETCsST MOP(MOJIOTHUYECKOE, U HATIPOTHB, B HEGIATOMPUATHBIX
YCJIOBUSIX 3TO COOTHOINEHNE U3MEHSIETCST HA TPOTUBOTIONOXKHOE. [IpociexmBast
B yepejie CMEXKHBIX JIET TEHIEHIIUY U3MEHEHUI HTUX JIBYX MTOKa3aTeseil, MOKHO
OTIEHUTDH (PEHOTEHETHIECKYIO PEAKIINIO TIEHOTIOMYJISITINI U TAKCOTIEHOB Ha BJIU-
stHUe yCJIOBUE cpeabl. Bospacranue MopdhopasHooOpasust OTAETbHON 1IEHOTIO-
MyJISIUN WA BXOASIIETO B Hee KOHKPETHOTO AKOHA MOJKET YKa3bIBaTh Kak Ha
HEeOMATONPUSATHBIN XapaKTep 9KOJOTHYECKUX YCJIOBUM, TaK U Ha HPOSIBJICHUE
JecTabu3anuu MoppOreHeTHIECKUX MPOIIECCOB.

B ciyuae dhoprocTHBIX 1IEHOIOMYJISAINN U TAKCOIIEHOB, KOTOPbIE B 3HAYH-
TEJIBHO OOJIBIIEH CTENEHN TOABEPKEHBI JITUTEIbHBIM SKCTPEMATBLHBIM 3KOJIO-
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TUYECKUM BO3JENCTBUSIM, Y€M KOHTPOJIbHBIE, MOKHO H3yd4aThb MEXaHU3MBI U
OTHOCHUTEJILHYIO CKOPOCTh BEPOSITHBIX (DEHOTEHETHYECKUX TIEPECTPOEK, CTETIEHD
ux 06PaTUMOCTH U OOy HampaBaeHHOCTb, Oco60 CIeyeT MOUYEPKHYTD, YTO
usyderre MOP(POreHeTUIeCKO Peakiuy IPeACTABUTEIeN KOHKPETHBIX KO-
HOB T103BOJIUT GoJiee TIyOOKO TOHSTh U OIEHUTD MPEJEbl TOJEPAHTHOCTH Tie-
HOIOIYJISIIUY CUMITATPUYECKUX BHUIOB B PA3HBIX IKOJIOTUYECKUX YCJIOBUIX U
NelCTBYIOMUX 9KOIorndeckux paxropax. CHHXPOHHO CPABHUBAS ITPOSIBJIEHIS
(penorenernyeckoii U3BMeHYNBOCTH, (PEHOTUTUYECKOH TIJIACTUYHOCTU U MOPGO-
pazHoo6pas3ust TOMOJIOTHYHBIX TPU3HAKOB B KOHTPOJBHBIX U (DOPIIOCTHBIX Tie-
HOMOIMYJISIIUSIX (M 9KOHAX) U TAKCOTIEHAX, MOKHO TIPUOJIU3UTHCS K TIOHUMAHUIO
MEXaHU3MOB UX YCTOWYMBOCTH. B TO ke Bpemsl MOKHO OIEHWUTb U MPOIIECCHI
ObICTPONl MOP(OreHEeTUYECKOIl MepecTPORKY TIPH XPOHMYECKOM BO3AEHCTBUU
€CTeCTBEHHBIX M TEXHOTE€HHBIX CPEIOBBIX (DAKTOPOB, & TAK)KE MX COUETAHUIT (CM.
npuMepsl: Bacumbes u ap., 2004, 2006, 2014, 2016a, 2017a).

Takum 06pasoM, UCIIOIb3YsI IPEIOKEHHbIEC HAMI TPUHITUITBL U METOIBI T10-
MYJISIIMOHHO-TIEHOTHYECKOTO MOHUTOPUHTA MOPMOHUIIT GIM3KOPOACTBEHHBIX
CUMITATPUYECKUX BUOB KaK PACTEHUH, TaK W JKUBOTHBIX, MOKHO MOJYYHUTDH HO-
BYI0 B&KHYIO HH(MOPMAITIIO 00 9KOJOTHYECKOM COCTOSIHUN CPAaBHUBAEMBIX ITPEJI-
CTaBUTEJIEH TAKCOIeHa, KOTOPYIO HENMb3st ObLIO Obl YCTAHOBUTD TIPH U3YUCHUU
ux B oraenabHocTu. llosiBisiercs: TakKe BO3MOXKHOCTD MOJYYEHUST C TTOMOIIBIO
METO/[OB TEOMETPUUIECKOIT MOP(POMETPIH MHTETPAILHON OIIEHKU IKOJIOTHIECKO-
rO COCTOSIHUST CPABHUBAEMBIX JIOKATBHBIX TAKCOIEHOB — MOP(OIEHOTHYECKOI
otteriku. OQYeBUIHO, YTO B 3aBUCHMOCTU OT TIOCTABJIEHHOW 3a/1au, TIPU ITOM
MOJKHO OIIEHUBATH U COCTOSIHUE JIOKAJIBHBIX IIEHOIOIYJISIIUN 1 UX 9KOHOB.

B saksouenue cieayer o6paTUTh BHUMaHUE Ha CpaBHEHUE MOporeHe-
TUYECKUX PEAKIUIl OJHOMMEHHBIX M PA3HBIX 9KOHOB HA OIIpe/leJIeHHbIe YCJIO-
BUs 0OUTAHVS KaK BO BpeMeHU (MPU CPABHEHUY CHHTOIMHBIX BHIOOPOK PasHBIX
CE30HOB, JIET, TECSTUJIETUH, OTAAJEHHBIX MCTOPHMYECKUX IIEPHO/OB), TaK U B
npocTpancTBe (B pasubix Ouoronax, jganamadrax, TPUPOAHBIX 30Hax). Takoe
CpaBHEHHE MPE/oaaraeT Kak MOHOBUIOBOM, Tak U G- U TOJMBUIOBON TLIAHBI
anam30B Mopdonui. [Togo6HbIe HCCTeTOBAHNSI MOKHO OTIPEIETUTH KaK CPas-
HUMENbHASA IKOHUKA UCHONONYAAUUL U CO00uecme (TakcolleHOB). B mepByio
ovepennb MPY MOHOBHOBOM CHHXPOHHOM aHAJN3€ OXHOMMEHHBIX 9KOHOB (Ha-
[PUMEP, B3POCJBIE CAMIIbI CETOJIETKH I B3POCJBIE CAMKH CETOJIETKU Gypoit
MOP(MBI) B PasHBIX IEHOMOMYJISIMIX, HACESIONNUX pasHble OuoTombl (GHo-
[[EHO3bI) MbI UMEEM BO3MOKHOCTDH OIIEHUTH KaKOW u3 GHOTOIOB Oosiee OJaro-
npusgren 1 Buga. Cyaurb 06 9TOM MOKHO 110 MOP(MOTreHETUYECKON PeaKiuu
— BHYTPHUTPYIIIOBOW HU3MEHUMBOCTH W PasHOOOPasuio MOPGhOHUII 9KOHOB B
obtieM MopdoIpocTpancTBe. YBeanuenue 00beMOB MOP(OHHUII YKa3bIBAEeT HA
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HECTaOMIBHOCTh PA3BUTUSI U OTHOCUTEIBHYIO HEOIAroNMpUsTHOCTD YCIOBUM, B
KOTOPBIX (DOPMUPYIOTCS 9KOHBI, & UX PACXOXKICHUE B MOP(HONPOCTPAHCTBE —
Ha MOJMMUKAIMOHHBIE MOP(hOTEHETUYECKNE CMEIIEHUS B OTBET HA Pa3JInJus
B ycioBugx pasputusd. CpaBHEHUE MOKET TPOBOIUTHCH 1O TPEM OCHOBHBIM
acriektam MopdoreHesa, KacaoMMCsT I3MEHEHU N CTPYKTYPbI (110 TIPOSIBJIEHUIO
denoB HemeTpruecKUX MPU3HAKOB), (OpMbI (110 UTOraM FeOMETPUYECKOI MOp-
omeTpun), a TakxKe pasMepos (110 OOIIUM pasMepaM, HEHTPOUIHBIM pasMepaM
u ap.). ITo pesysbratam cpaBHEHUsT MOKHO OY/IET 3aKIIOUUTh KaKue GUOTOTIbI
JUISL TIPEJICTaBUTeNell JAHHOTO 9KoHa GoJiee GuaronpuaTHbl. JIpyroii acrekT Ka-
caetcst OlleHKU MOP(OTEHETHYECKIX PEAKIIUI TIPEICTABUTENEl PAa3HBIX 9KOHOB
(HampuMep, CaMIIOB CEeroJieToK Oypoii 1 yepHoil Mopd B mouMopdHOil 1eHo-
HOMYJISIIAN) HAa OJHU U T€ K€, UJIU Pa3Hble YCIOBUS PAa3BUTUS. JTO MTO3BOJUT
OTIPE/IETTUTh KaKOH M3 9KOHOB (HAIpUMep, MPeACTaBUTETN Kakoi Mop(dbr) Tyd-
e aJanTHpOBaH K AAHHOW KOHCTEJUIAIUU ycJoBWL. VHTepecHa Takke BO3-
MOKHOCTh CPaBHEHUST CTaOMJIBHOCTH PasBUTHsI 9KOHOB, PasJUUYAIONIUXCS IO
BO3pacTy (HampuMep, IOBEHUJIbHbIE, HETIOJOBO3PETbIE U TI0JOBO3PETBIE CaMIThI
cerosieTkr). IIpu OJMBUIOBOM ILJTAHE CPABHEHUST BBIOUPAIOTCST COTIOCTABIMBIE
(OlHOMMEHHDbIE) 9KOHBI B IEHOMOMYJISAINMUAX KKIOT0 BUA. Takoil aHaIM3 To-
3BOJISICT BBIABUTD PA3TUYNS B CTETICHU aIalITAIlUN OTIPEICICHHBIX 9KOHOB U3 TIe-
HOMOIYJISIIUN PA3HBIX BUIOB K YCJIOBUSIM KOHKPETHOTO GUOTOIA, roja (Cce30Ha,
JICCATUTIETHS, OTAAJIEHHOTO MCTOPUYECKOTO Tepuoza). [Ipenoxenubie Bbiiie
ACIIEKTHI CPABHEHUsI YCUJIUBAIOT TOYHOCTh M HAJEKHOCTh aHATM3A ANAITUPO-
BAaHHOCTH 9KOHOB U 1IEHOMOMYJISANNIN TAKCOIIEHA.
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3akiaoyenue

Axanemuk C.C. IBapit (1969, 1973, 1980), pasBuBas nosiseka Ha3al mpe-
cTaBJIeH1s 06 9BOJIOIMOHHON 9KOJIOT MU, HAMETHI ITUPOKUI KPYT 3aa4 1 001
My Th UCCJETOBAHUH, KOTOPBIH BO MHOTOM aKTyaJsieH u cerojiasi. HecmMoTpst Ha To,
4TO TEOPETUYECKHE IIPEACTABICHUs O MEXaHU3Me BUA000PAa30BAHNU, BbIABUHY-
toie C.C. IlIsapuem (1969, 1980), ceronts 10MKHbI GbITH OTKOPPEKTUPOBAHBI C
YYETOM HOBBIX HAYYHBIX OTKPBITHH XXI B., €ro 9BOJIOIMOHHO-9KOJIOTMYECKAST
OCHOBA OCTAETCsI HEM3MEHHOI. MHe IpeJcTaBisieTcs, YTo dTallbl BUA000paso-
parus no C.C. IlIBapity, ocHOBaHHbIE Ha BOSHUKHOBEHUM HEOOPATHMBIX MOD-
hopU3NOTOTHUECKUX OCOOEHHOCTEH, M3MEHSIONMX OTHOLIEHUE TTOMYJISIUIT
K cpelle, a TakKe BKJIOYAIONINE TKAHEBbIE AJaNTallii, HATIPSIMYIO CBSI3aHBI C
ABOJIIOIMOHHO-3KOJIOTUYECKUMH 1 AIMUTEHETUYECKUMU MeXaHU3MaMU, MTHPOKO
obcysxmaembivmu B pycae POC (Pigliucci, 2007; Schoener, 2011; Dickins, Rah-
man, 2012; Duncan et al., 2014; Laland et al., 2015; Burggren, 2016). Mzetro C.C.
[IIBapiia 0 peryJsgpHbIX FOMEOCTATHUECKUX KOJeOaHMAX TeHEeTHYEeCKOM CTPYK-
TYPbl, OObICHIIONIMX PEryJsPHbIE Ce30HHbIe (PEHOTUIINYECKUE MEPEeCTPONKH,
HEOOXOAMMO 3aMEHUTD MIPeCTaBIeHUIMU 00 U3BECTHBIX Telleph rOMeocTaTnye-
CKUX IePECTPONKAX IMUTEHETUIECKOI CUCTEMbI, (DEHOTUITMYECKON T1IaCTUYHO-
CTH M HOPOTOBBIX IepekIoyeHnsx Mopdorenerndeckux mporpamm (Jablonka,
Lamb, 1996, 2005; West-Eberhard, 2003, 2005; Bacuibes u ap., 2017a).

Posb 3KoJI0TMUeCKUX MEXaHU3MOB B 9BOJIIOIIMOHHBIX N3MEHEHUSIX, CBsI3aH-
HBIX C [IEPECTPONKAMU HKOJOTUYECKON CTPYKTYPhI MOTYJISIIINIA, ellle TOJbKO Ha-
YKHAET 0CO3HABAThCA U IIPUBJIEKATh BIMsIHUe uccienobareeii (Schoener, 2011;
Ledon-Rettig, 2013; Laland et al., 2015). [Tosaraio, 4To B CBSI3U ¢ KOHIIEIIIMELT
pacmmpenHoro aBosononHoro cunrteza (PIC) akomornueckne MeXaHU3MBI
sposrory, HamedenHsle C.C. IlIsapiiem, ciepyer ponoiHuth. HeobXommmo
uU3ydeHre Kak SMUTEHETUIECKUX MOCAe/ICTBUN U3MEHEHU COOTHOTIEHUST BCEX
CTPYKTYPHO-(DYHKITMOHAIBHBIX TPYII B MOMYJISIINN, TAK 1 UI3MEHEHWIT COOTHO-
HIEHUs BUJIOB B coob1ecTse (Takcolere), a Takske ooparnbix cssaseil (feedbacks)
MEKY 9KOJOTUIECKIMI M 9BOJIIOIUOHHBIMY TIPOTIECCAMU B MOTYJISAIUSIX U CO-
o01IiecTBax, KOTOPbIe B TOCJEIHUE TObI Hauaju akTuBHO uaydath (Haloin,
Strauss, 2008; Post, Palkovacs, 2009; Alberti, 2015). Paccmorpennas C.C.
[Isaprem (1969, 1980) cBs3b MeKIy MUKPO- ¥ MAaKPOIBOJIOIMOHHBIMU TPO-
LeccaMu 10 CUX 0P IIMPOKO 00CYKIaeTcs, HO elle He HalllJla CBOEro PelleHus
(Mopmanckuii, 1994), Tem He Menee ¢ nouniuii AT u PAC ee nanbueiimiee pe-
nieHue npezcrasisercs srosHe peaauctuarbiv (Haloin, Strauss, 2008).
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[IpuBesieHHbIe HAMU MaTepUAJbl MO0 AHATU3Y CUMIIATPUIECKOTO (hOPMO-
obpaszoBanus Gyioka appukanckux ycaueit Labeobarbus intermedius 1o3Boisi-
IOT TIPEANOJIaraTh, YTO MUKPO-, ME30- ¥ MAKPOIBOJIOIIMOHHBIE TIPOTIECCHI OTTH-
paroTcst Ha O0IIe MEXaHU3MbI, XOTsI U UMEIOT PasHble BPEMEHHBIE MACIITa0bI
U 3BOJIIOIMOHHO-9KOJIOTUYIECKYIO PoJib, Kak panee mpemamnosnaran C.C. Illsapig
(1969, 1980). Cummnarpuueckoe Bup000pasoBaHHe MOKET OKA3aThesi OoJiee
pacIpocTpaHeHHbIM IBOIIOIMOHHBIM MEXAHU3MOM, YeM 9TO paHee Mpe/oara-
JIOCh, TIOCKOJIbKY MOI00HBIE U3MEHEHW Ha MEePBbhIX dTarnax GopMoobpasoBaHust
6asupyIoTCs Ha OBICTPBIX HMUTEHETHYECKUX MPEOGPAZOBAHUSAX, COMPAKEHHBIX
¢ u3MeHeHUsIMH MopdoreHesa, ¥ Ha BO3MOXKHOCTU JIJTUTEIBHOTO TPaHCTeHepa-
[MOHHOTO HACJICIOBAaHUS STUX «ITPHOOPETEHHBIX» IIMUTEHETUYECKUX M CBsI3aH-
HBIX ¢ HUMU MopdoreHeTrnyecknx nsmeHenuii (cm. Jablonka, Lamb, 1994, 2010,
Bacwibes, Bacuibesa, 2005). Boickazano mpezronoKeHue, 4To MEeHTPI pery-
asanuu (I[P) rennbix cereii, criocoOHbIe OJHOBPEMEHHO aKTUBUPOBATH MHOMKE-
cTBO (KacceT) TeHOB, MOTYT KOHTPOJUPOBATHCS NMUTEHETHIECKIME (DaKTOPaMHM,
obectieunBas BOBMOKHOCTb 3aIlyCKa WJIN TTOABJIEHIST COOTBETCTBYOIIHEX MOP-
(boreHETHUECKUX TTPOIIECCOB, CTPECCOBBIX OTBETOB, TOMEOCTATUIECKUX W TTUKJIH -
yeckux npoueccos (Komuanos u ap., 2000; Kolchanov et al., 2002; Komuanos u
ap., 2003).

MOJKHO MoJIaraTh, 9TO B CaMOM HeJaJIeKOM Oy/IyIIeM CPeiu MPOUYmMX Ha-
npasjieHuit I Bejyliee MeCcTO Oy/IeT MPUHAIIEKATD BOJIOIIMOHHON CHHIKO-
gorun (IC), KOHTYPBI KOTOPOI CErOIHA ellle ToJbKO HamevatoTcd. VIMenHo ato
HarpasjieHne UCCIe0BaHui Gy/IeT HAlleIeHO Ha M3yueHue W MOJeJUPOBaHUe
CJIOKHEHIINX ACTIEKTOB KOIBOJIOIMU COOOIIECTB, BbIICHEHUE MEXAHU3MOB CUM-
MaTPUYECKOro BUI000pPa30BaHMs U MPOTHO3UPOBAHKE OBICTPBIX MEPECTPOEK
nomnyJanuii 1 coobuiects, soisgpaenne PBK u TBK. OcHoBHOIT uepToil u 1mpe-
umyiiectBoM JC SBJSIETCS IBYXYPOBHEBBIN MOIMYJISAIIOHHO-IIEHOTHYECKUTT
noaxoy (Yepuos, 2008; byksapéna, Anemniernko, 2013) K MposIBIEHUSIM COTIPSI-
KEHHON M3MEHYMBOCTH ¥ MOPHOPa3HOOOPasust MEHOTOMYIISINN B TOKATbHBIX
takcotenax (Bacuibes u ap., 2010a; Vasil’ev et al., 2015). PasBuBaembie B KHUTE
[peJICTaBIeHUs 00 HKCIIEPUMEHTAIBHOI 9BOTIOIIMOHHON 9KOJIOTHH, XOPOIIIO CO-
raacytores ¢ noaxogamu IC U aMUTEHETHYECKON KOHIEMIeil ObICTPBIX MOP-
(orenernueckux nepectpoex ¢ mosuiuit PAC (Bacuibes, Bacumbesa, 2005;
Skinner, 2015), a Takke MpeACTaBICHUAMU 0 MeXaHU3Max MG GY3HOIT KOIBO-
oy (Thompson, 1998, 2006) u MOryT ObITH PACCMOTPEHBI KaK 0COO0E METO-
JIOJIOTMYECKOe HalpaBJieHne JJ.

[Ipennoxennpie MOAXOABI K ABYXYPOBHEBOMY TIOMYJIAIIMOHHO-TIEHOTHYE-
CKOMY aHAJM3y CUMIIATPUYECKUX BHUIOB B PYCJi€ 9BOJIONUOHHON IKOJOTHH, B
TOM YHCJie HA OCHOBE IOMYJISIIIMOHHON U 9BOJIOIMOHHON CUHIKOJIOTUU, MOJIEe-
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KYJISIDHOU TEHETUKH U TEOMETPUUECKON MOP(OMETPUH, TIPEICTABISIOTCS Tep-
CHEKTUBHDBIMU JIJISI OIEHKU DKOJIOTUYECKOTO COCTOSTHUS U MOP(OTEHETUIECKUX
[IEPECTPOEK OT/IEJIbHBIX 9KOHOB, IEHOMOIYJISIUNA U JIOKAJbHBIX TaKCOIIEHOB.
[ampHetinee pa3BuTHE 3BOJTIOIMOHHO-3KOJIOTUYCCKUX TPEACTABICHUN O HO-
BBIX IYTAX U METOJAX [IPOrHO3a PErMOHAIbHBIX KPU3UCHBIX OUOIEHOTHYECKIX
SIBJIEHUH U 9KOJIOTHIECKUX SMUTEHETHUYECKUX MEXaHN3MaX MOTYJISIIHOHHO-T[e-
HOTHUYECKUX [EPECTPOEK MMO3BOJUT IIPUOJUBUTHCS K IPAKTUUECKOMY PELIeHUI0
3a/1a4 yIIPaBJIeHNs HAuaIbHBIMHU ITPOIECCAMU ABOJIONNHT, & TAK/Ke HAITPABIEHHO-
IO U3MEHEHHsI CTPYKTYPBI M (DYHKIIMOHAIBHBIX CBOMCTB 11eH030B (Rosenzweig,
2003). Bo muorom aro cornacyercst ¢ BbickazanabiMu C.C. IlIBaprem (1969,
1980) oskmpanusiMu 1 fla’ke OTYACTH WX TPEBOCXO/IUT B OTHOINIEHWH BO3MOXK-
HOTO KOHCTPYHUPOBaHUS THOPUAHBIX (PeKOMOMHAHTHBIX ) 1IeH030B (Rotherham,
2017), BKIOYAOIMX dysKkepoHbie nHBasnonHbie Bubl (Facon et al., 2008).

EcTb ocHOBaHUS CYMUTATH, YTO C HEKOTOPLIM OIIO3JaHMEM HAYMHAET CObI-
BaTbCsS TPOTHO3 pas3BuTus skosoruu, caemanueiii C.C. IlIsapuem (1973):
«AHAN3 COCTOSTHUS HKOJOTUU TO3BOJISET MPENBUIETh, UTO CIENYIoIIee JABal-
HatusieTe OyAeT MePUOAOM CO3/MaHUs PasBEPHYTON 9KOJOTHUECKON TEOPHH,
OCHOBHBIM COJIepsKaHIeM KOTOPOH SIBUTCSI CUHTE3 Wiel MOMYJISINOHHON 9KO-
JIOTHK ¥ OUOTEOIEHOJOIMH. DTO HO3BOJIUT PaspaboTaTh IKOJOIHYECKIE OCHOBBI
[IPUPOIOIOJIH30BAHNS U O0IIEll cTpaTerny IOBeJeHrs YeJ0BeKa II0XH BCeod-
el MHAYCTPpUaIU3aliin. JTOo rIaBHOW 3aade JOJKHbBI ObITh IOAYMHEHb] BCE
YaCcTHBIE 9KOJIOTUYECKIE NCCIIE0BAHNS COBPEMEHHOTO meproza.» (c. 31).

[Ipeanoxennas HaMKM KOHIENI MOP(MOHUIIN MOKET ObITh UCIIOIb30Ba-
Ha KakK B MCCJIEOBAHUSX, CBI3AHHBIX C MOMYJSIIMOHHON 3KOJOTHeH 1 MOPGhO-
JIOTHEN OT/IeIbHBIX BUJIOB, TaK M C DBOJIOIMOHHON 9KOJIOTHUEN U CUHIKOJIOTHEH
HEHOTOY AN CUMIIATPUUYECKUX BUIOB, BXOJSIINX B COCTAB TaKCcOIleHOB. Ha
OCHOBE JIAHHOU KOHIIETIUH MOSIBJISIETCS] TEOPETHUECKAST IEPCIIEKTUBA KOCBEHHO
OLIEHUBATh 110 TIPOSIBJIEHNIO MOP(MOHUII TeX MU MHBIX IPYIII B 001eM Mopdo-
IIPOCTPAHCTBE COOTHONIEHNE U CTEIEHb IIePEKPhIBAHUS NX 9KOJOTUYECKUX HHUIIL.

I[TpeoKeHHBII TTOAXO0/ JIEKHUT B pycJie GbICTPO PasBUBAMOIINXCS B TIOCTIE]-
HII€e TO/IbI (DYHKIIMOHAIBHOM 1 «IIPU3HAKOBOM aKoIornny — «trait-ecology» (Vio-
lle et al., 2007, 2012; Pla et al., 2012; Swanson et al., 2015; Junker et al., 2016;
Fontaneto et al., 2017; Blonder, 2018; Blonder et al., 2014, 2017, 2018; Jarvis et al.,
2019; Schleuning et al., 2020), usyuenus dheHoTUIMUECKON U passuTHitHon (de-
velopmental) mractuuroctu (Pigliucci, 2001, 2005, 2007, West-Eberhard, 2003,
2005; Schlichting, Wund, 2014) 1 nipo6ieMaTuKi, CBA3aHHON ¢ OBICTPHIMU DIIHUTe-
HETUYECKMMU 1 9BOJIOLMOHHBIMK U3MEHEeHUAMHE B ucroprueckoe Bpems (Thomp-
son, 1994, 1998; Jablonka, Raz, 2009; Salamin et al., 2010; Johnson, Tricker, 2010;
Duncan et al., 2014; Skinner et al., 2014; Alberti, 2015; Burggren, 2016).
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A.l Bacunves KOHIEIII[UA MOPDOHUIIIN...

[IpencraBisieTcss MEepPCIEKTUBHBIM KCIOJIb30BATh TIPU aHAJIN3E COOTHO-
MIEHUST PEATM30BAHHON W TOTEHIIMATbHON MOPGhOHUII OIEHKU TPEEIOB UX
(heHOTUTINUECKON TITACTUYHOCTH IS PENICHUS PA3JTUYHBIX 3274 KOJOTHH,
CBS3aHHBIX C BBISIBJIEHUEM YPOBHS TOJIEPAHTHOCTU K UBMEHEHUSIM CPE/bl HA Pa3-
HBIX YPOBHSIX OMOJIOrMYECKOI OpraHusaiuu: 0coOb, IEHOMONYIsius (=I0IyJIs-
1ust), B, takcoiteH (=6uoienos). OcHOBHAs HAIPABJIEHHOCTH UCCAEJOBAHUI
[IPU UCIIOJIb30BAHUY KOHIIENITMU MOP(MOHUIIN — U3yYeHHe YCTOHYMBOCTH Pa3-
BUTHUA 0OBEKTOB IIPY U3MEHEHUH YCIOBUIA CPEbI B IPOCTPAHCTBE M BO BPEMEHIL.

[TockosbKy 111 MOJLYJIBHBIX OPraHU3MOB ITPUMEHUM aHAJIN3 MOP(MOHUIIT OT-
JIeJIBHBIX 0CO0€H, TOABIISETCS BO3SMOKHOCTD UCIIOJIb30BAaHMsI JAHHOTO TIOAXO0/a B
CeJIEKIIHH, JIECOBOICTBE 1 PACTEHHEBOJCTBE ISl BbISIBJIEHMsI HanboJiee TolepaHT-
HbIX K BJIMSHIIO CPEAOBBIX (haKTOPOB 0cobeil. Bosiee TOro, JaHHbIN MOAXOL U Ja/lb-
Helllllee ero pasBUTHE TIO3BOJAT BHISIBUTH B COCTaBe BBIOOPKM 0CO0el, (heHOMBI
KOTOPbIX HanboJee GJIM3KKM K ONTUMAIBHOMY (DeHOTHITHYECKOMY COCTOSTHUIO JIJISt
JIaHHBIX yCI0BUi. [Iyist TpyIim ocobeit, B TOM YKCIe, 9KOHOB U IIEHOTOMYJISIINII, 110
ux MopdOoreHeTHYeCKO peakiyn (M3MEeHIUBOCTH (DOPMBbI OGBHEKTOB) BO3MOJK-
HO OIICHUTH CTENEHb OJATOTPUSTHOCTH YCIOBUIT B KOHKPETHBIN TOJ] WJIH JIJIST TEX
WJIM UHBIX CPeJl, PACIIOJIOKEHHBIX B IPa/IieHTe BO3/IEHCTBUS CTPECCOBBIX (haKTO-
POB, BIMSIONUX Ha Tpollece pa3BuTust. [Ipu reorpadmndeckoM cpaBHEHUH TOITY-
JISITIAN BUJIA MOKHO OIEHUTH PETHOHBI, T/Ie YCJIOBHs Hanbosiee OJarompusiTHbI U
ornTrMaibHbL. HakoHell, Tipy u3ydeHur TaKCOLEHOB MOKHO OOHAPYKUTH 1[EHOIIO-
Y JISIUY 9KOJIOTUYECKHU YSI3BUMbBIX BUJIOB, & TAKIKE OIEHUTH YCTOHUUBOCTD U TOJIE-
PaHTHOCTD CaMUX COOOILECTB B M3MEHsIIONIelcs cpeze. [loceannii aciexT cBsisal
¢ pa3paboTKOi MEeTOIOB MOP(OLEHOTHIECKOTO MOHUTOPUHIA. [JaHHbII I0AXO0/ B
pycJie TeOMEeTPUYECKOH MOP(MOMETPUI MOKET ObITh TAK/Ke MOJIE3EH HaJIeOHTOJI0-
raM JIJis BbISIBJIEHUS (DUIIOTEHeTHYeCKOTO CUTHAJIA TeX VI MHBIX MOP(OCTPYKTYD,
PEKOHCTPYKIMK (hOPMBI TIPEKOBBIX (PEHOMOB U UX JIEMEHTOB, a TAKIKe JIJIST TIPO-
BEPKU THIIOTE3 00 9B0JIBaGUIBHOCTH T€X WM UHBIX BUIOB COOOILECTBA.

[TpencraButenu pasubix cKpbIThiX (kpuntudeckux) CDOI — skonoB — B
GJIATONPUATHBIX YCJIOBUAX IPOSIBJISIIOT CXOACTBO (DEHOMOB, HO MOIYT BO3HUK-
HYTb 1 pa3jnuus B BUJie pa3Hoil MopdoreHeTnueckoil u/man mopdodusnoo-
TMYECKOM PeakIuy Ha OJIMH U TOT JKe CTpeccupyomuii haktop cpensl. [loaTomy
BO3MOJKEH IMHAMUYECKUI aHaIn3 MOPMOHUTIT OJTHUX U TEX jKe TPYIIT BO BpeMe-
HU, KOTOPBIN TI03BOJIMT BBIIBUTH M0100HbIe Kpunitudeckue CDOT 1o cMmerneHmno
WX MCXOAHBIX (JI0 Havasa JAecTBUS cTpeccupyromniero dhakropa) MOPhOHUII B
MopdonpoctpaHcTBe. Bee 9TO 1103BOJISIET BBISIBUTD TaK)Ke CTelleHb (heHOTUITU-
YECKOM TITACTUIHOCTH TPYIIT W UX 3BOJIOIMOHHO-9KOJIOTMYECKYT0 3HAUMMOCTD
JUIS KasK[0r0 MepapXuyecKoro ypoBHs GUOTHYECKOi opranusanun (0T 9KOHA U
LEHOTIOIYJISIIIUY /IO TAKCOIEHA).
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Eci 00beM MOPMOIPOCTPAHCTB, 3aHATHIX PEATU30BAHHBIMY U TIOTEHIIU-
abHBIME MOP(MOHUIIIAMEI 0OBEKTOB CPaBHEHUST, COMMIKAETCS 110 BEJUUUHE, TO
9TO yKa3bIBaeT Ha CHUKEHWE WU MCUYepIaHue WX aJalTUBHOTO Moaupukaim-
OHHOTO TIoTeHIna A, Takast nin OJIU3Kast K Hell CUTYalUy SIBJISTIOTCS TPU3HAKa-
MU BO3HUKHOBEHUS PUCKA 9BOJIOITMOHHO-3KOJIOTMUECKOTO KpUanca (Harpumep,
peruoHabHOro GuorieHoTnueckoro kpusuca — PBK) u HecriocobHocTH TaHHON
IEHOIOIYJISAIUN,/TIONYJIAIIMH BUIa pealin30BaTh aJlallTUBHbIC /I JTAHHBIX HO-
BBIX yCJIOBUH MojipuKanu Mopdorenesa.

Oco0biit MHTEpEC TPEICTABISIET U3YUYEHHE TIOMYISTIIHOHHO-IEHOTUIECKIX
peryJsidaiuii, B3auMo/IelCTBUH, a TakyKe BO3MOKHBIX MeXaHU3MOB Au(dy3HBIX
KO3BOJIIOIIMOHHBIX TIEPECTPOEK 1TPU U3YYEHUU COIIPSIKEHHBIX MOPgOoreHeTnye-
CKMX PeaKIUil 9KOHOB B I[EHOIOIYJISAINUAX CUMIIATPUYECKUX BUJIOB Ha OCHOBE
comocTaBIeHnst UX Mopdouui B obieM MopdomnpoctpatcTse. CompsKeHHbIH
aHasu3 MOp(MOreHeTUYeCKUX U3MEHEHUH PasHbIX 9KOHOB (HAIIpPUMEp, MOJIO/Ible
U B3POCJIbIE CAMIIBl U CAMKW) UJTH OJTHOMMEHHBIX 9KOHOB Pa3HbIX CUMTIaTpUYe-
CKHX BHJIOB (B3POCJbIE CAMIIBI JIBYX BUIOB) TIO3BOJISIET OIEHUTD, SBJISIOTCS JIN
CITOKUBIITHECST OKOJIOTHUECKHE YCIOBUsI OIarONMPUSITHBIMUY JI7ist HUX. Ecin BHY-
TpUrpyImosoe pasHoobpasue (MNND) nmn o6bem MopdomnpoctpancTsa (Veh)
MpeACTaBUTEIe KOHKPETHOTO 9KOHA Y OJIHOTO BHAA OYAyT 3HAYMMO MEHBIIIE,
94eM y ZIPYTOTO, MOKHO TOJIATATh, YTO YCIOBUSI PA3BUTHS JIJIST €70 0cobell Goee
GJIATOTIPUSITHBL U HE TIPUBOAST K MOP(OTeHeTHUECKOMY cTpeccy. JlomoTHITe  b-
HO B BBIOOPKAX CPABHUBAEMBIX 3KOHOB MOJKHO OIIEHUTH YPOBHU JIMCIIEPCUI
o0111eit, HarpaBJIeHHON U (IYKTYUPYIOLIeld acCUMMETPUN Pa3MepoB, (JOPMbI 1
cTpYKTYphl 00bekTOB (Bacuabes u ap., 20186), 4T0 O3BOJUT YTOYHUTH MOP-
(boreneTndeckyio MHTEPIPETAINIO BBIABJISEMbIX PA3IMUNil. JTO HAIpaBICHUE
HCCJIeIOBAHUI TIPE/IJIaraio Ha3BaTh CPAGHUMENLHOU IKOHUKOLL.

TakuMm 06pa3om, METOJBI TPAAMIIMOHHOW W TeOMeTpUYecKoil Mophome-
Tpun, a takxke (penorpammerpun (Bacuibes u ap., 20186) mpegocrasigior
HOBBIE BO3MOKHOCTH JIJISI CONIPSIKEHHOTO aHAIN3a U3MEHYMBOCTH Pa3MEpPOB,
(bopMBI U CTPYKTYPBI, XapaKTePU3YIOUIMX OCHOBHBLIC HalpaBieHUs Mopdo-
TeHETHYECKUX TTEPECTPOoek 0cobeil, SKOHOB, TEHOMOMYJ IS 1 TaKCOIEHOB B
TPaHCHOPMUPYIONTUXCS YCIOBUSX CPEIbI, & TAKXKE M0 COOTHOIIEHUIO UX pea-
JIN30BAaHHBIX W MOTEHITUATHHBIX MOP(MOHUIIT MO3BOJISIOT KOCBEHHO COIMOCTA-
BUTH CXOJICTBO UX HIKOHMUIIL.
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TepMUHOJTOTHYECKHUI CIOBaph

JlaHHBIN cToBaph COAEPKUT KPATKOE OTUCAHME HEKOTOPHIX CIEINATbHBIX
TEPMUHOB, BCTPEYAIOIINXCsl B KHUTE, KOTOPbIE KACAIOTCS OUOJOTNYECKUX [IOH-
TUii, CBSI3aHHBIX ¢ OOUIMMU GUOJOTNYECKIMU IIPEICTABICHIAMM, 2 TAK/KE HOBBIX
U HOBEHIIMX OMOJIOTMYECKUX TEPMUHOB M TEPMIHOJIOIMN F€OMETPUIECKON MOP-
dbomerpun (I'M). Bosee noppobubie caeneruss 0 I'M U3/I0KeHbI B ClIEIUATIbHBIX
pykosogcteax u kaurax (Rohlf, Slice, 1990; Bookstein, 1991; ITasiunos, Mu-
kemuna, 2002; Zelditch et al., 2004; Claude, 2008; Klingenberg, 2011, 2013a,b;
Bacuubes u ap., 20186). MHorue onpe/eJieHnst TepMUHOB OPUTHHAIBHBI U IIPE/I-
CTaBJIeHBI ¢ MUPOBO33peHYecknx ro3utuit T, a e CTI.

AGanTanus — COCTOSIHHE HEPUCTTOCOOJEHHOCTH OGUOCUCTEMbI K KOHKPET-
HBIM ycaoBusIM cpenbl (eMm. buron u 1p., 1989).

AGeppanust — pasInInMoe OTKJIOHEHUE OT HOPMBI.

Apmantanus — npucnocobeHe GHOCUCTEMBI KaK PE3YJIbTaT HBOJIIOIHOH-
HBIX I3MEHCHU.

ApanTuBHbiii Mogudukanuonusii norennuanx (AMP) — mokasartesb
(UHIEKC), OCHOBAHHBIM Ha OOPATHON OIleHKEe COOTHOIIEHUH oObeMa Mopdo-
[IPOCTPAHCTBA, 3aHATOTO OPAMHATAMU JAHHOU IPYIIIbl 00bEKTOB (METaMEpOB,
0c0o6eli, IIeHOIOILYJISAINN, TAKCOLEHOB ), K 00bEMY, 3aHATOMY OPAUHATAMU Hepap-
xuuecku 0ojiee BBICOKOIT Guocucrembl. Huskoe sHadeHue MHAEKCA IIPOSBUTCS
IIPU OTHOCHUTEIHHO GOJIBIIOM 00BEME 3aHATOTO BEIOOPKOiT MOP(hOIIPOCTPAHCTBA,
4TO HaGJIIOAAETCS IIPU HeOIArOPUATHBIX YCAOBUSIX PA3BUTHUS, a BBICOKOE —IIPU
HeOOJIbIIOM 00beMe B OJIarOIPUATHBIX YCIOBHIX.

Amnomerpus (allometry) — j060e usmenenue GopMbl, CBA3aHHOE C U3-
MeHeHreM pasMepoB. OOycIoBIeHa Pa3HOH OTHOCHTEIbHON CKOPOCThIO POCTa
pasHbIX yacrteil ocobu wim ee ¢pparMeHTOB. Pasinuaror 3 BUAA aJJIOMETPHIL
OHTOTEHETHUYECKYT0 (M3MeHeHre (DOPMBI, CBSI3aHHOE C YBEJMUECHUEM Pa3MeEPOB
B IIPOLIECCE OHTOTEHE3a), CTaTHYeCKyIo (Bapualiust (opmbl y ocobeil pasHbIX pas-
MEPOB Ha OTHON CTa/INN PAa3BUTHS) U 9BOTIONMOHHYIO (M3MeHeHne (hopMBbI, CBSI-
3aHHOE C U3MEHEHWEM Pa3MePOB B TIPOTIECCE IBOJIIOIIN ).

Atonatpuyeckue BUAbI (QJUIOBHABI) — BUIBI, apeajbl KOTOPBIX MPO-
CTPAHCTBEHHO Pa300IIEeHbL.

Anrumep — GuiatepaibHast FOMOJIOTHYHAsT MOPGhOCTPYTYpa (MOLYJIB), CO-
OTBETCTBYIOMIAsT OJHOM M3 CTOPOH Teja (HAIPUMeEp, JieBast U IpaBasi CTOPOHBI
JICTA, JIEBBIIT ¥ TIPaBbIil OIHOUMEHHBIH 3y0).
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AHTPOIIOIEH — MCTOPUYECKUI TIeprojl, HayaBiuiics Ha pyoexke XIX—XX
BB., KOT/[a TEXHOJOTUYECKUE BO3MOKHOCTH YEJIOBEKA CTaU OJIU3KHM UK COTIO-
CTaBUMBI 110 CHJIE BO3/ICHCTBUS C BO3MOKHOCTAMU brocdepol.

Acrepon — 3Be371000pa3Hast (heHOrpaMMa, XapaKTepusyolast HHIMBULY-
ABHYTO WK TPYIIOBYIO BCTPEYAEMOCTh (PUKCHPOBAHHOTO Habopa (heHOB HeMe-
TPUUECKUX IIOPOrOBBIX IIPU3HAKOB. ACTEPOHDI UCIIOIb3YIOTCS B TeOMeTPUYEeCKO
(beneTnke — (heHOrpaMMETPUH, UCTIOTB3YIONIEH METO/BI TECOMETPUIECKON MOP-
domerpun (cm. Bacuibes u ap., 20186).

Ayriaiinbl (outlines) — KOHTYpHBIE KPUBBIE IO TIEPUMETPY U300PaKEHUS,
(hopMupyIOIIIe CXeMAaTUYHBIN PUCYHOK 0OBEKTA 1 OTPAKAMOIINE U3MEHEHUS €T0
KOH(UTYpAIUK TIPU BU3yaIu3aIiuu gehopMariuii.

Addunnas rpanchopmanus (affine transformation) — JluneiiHoe npeos-
pasoBanue (HOPMBI, TIPU KOTOPOM TapaJiieJbHbIe JUHUM OCTAIOTCS MaPaJIIeyb-
HBIMHU, HA TIOCKOCTU KBAJPAThI IIPEOOPA3yIOTCs B MAPAJLJIEJOTPAMMBL, 8 KPYTH
B 3JUIUTICEL. B TPEXMEPHOM MPOCTPAHCTBE KYObI IIPEBPAIIAIOTCS B TTAPaJLIE/IeTN -
1ezibl, a cepbl B 2JJIUIICOUIBI. DKBUBAJIEHTHO MOHATHIO «OJHOPO/IHAS TPaHC-
dopmarms> («uniform transformations ).

BuoTtun — BHYTPUTIONYJISIIMOHHAS IPYTINa 0cobeil, 0bIasaromas cXo/ Hb-
MU MopdOoreHeTYecKoH, hU3noJI0rn4ecKoil U IMOBeJAeHYECKON PeakIusIMU, YTO
MO/IPA3YMEBAI0 U WX HACJEACTBEHHYIO OJM30CTh. VIHOTIA GHOTUTI CTPEMSTCS
MOHUMATH KaK HaceJeHe GUOTOTa, HO s CYMTAIO HTO HEKOPPEKTHBIM.

BuoTon — cOBOKYITHOCTD YCITOBHUH, B TOM YHCIe GHOTHIECKUX, B KOTOPBIX
MOTYT 00MTaTh 0COOU KOHKPETHOTO BUJIA WJIH BUOB COOOIIECTBA.

Buonenos — sokambHoe GHOTOTIIECKOe COOBIIECTBO, PEICTABIEHHOE Tie-
HOTIOMYJISITIUSIMUA CUMITATPUYECKUX BHUJOB.

Buonenornueckuii Kpu3uc — KaTacTpopuuecKye IOCJE/ICTBUS PEe3KOTO
CTPYKTYPHO-(DYHKITHOHATIBHOTO U3MEHEHUsT PernoHabHbix coobiects (PBK —
PETHOHATIbHBIN GUOIIEHOTUYECKUI KPU3HC) U, BeposiTHO, Beell Buochepnt (TBK
— 106abHbI OUOIIEHOTHYECKUIT KPU3KC), BbI3BAHHbBIE COUYETAHUEM BJIUSTHUSI
SH/IOTEHHBIX, KIMMATOTCHHBIX, & B 3TI0XYy AHTPONOILEHA W aHTPOIOTEHHBIX (haK-
TOPOB, KOTOPBIE KpaiiHe HeGIarompusiTHEL st BUI0B-31uduKkatopos. [Ipemona-
raeTcsi, 4YTo OCHOBHBIMU OuoTnyeckumu axropamu PBK MoryT 6bITh: 930TeHe3
— pe3Koe U3MEHEHNE COOTHOIIEHHST BUJIOB COOOIIECTRA; SJIM3HSI — UCUE3HOBEHUE
(BbIMMpaHKE) YaCTH BUIOB; MHBA3Ws — IIPOHUKHOBEHME arpecCUBHBIX UYKePO/I-
HBIX BUJIOB; CYOCTUTYIIHS — 3aMellleHne BUIOB COOBIIeCTBA BUaMu IIeHO(hobamu.

Bumror — rpacduk, coBMemaoImuii opAnHaThl 06HEKTOB 1 BEKTOPLI Mepe-
MEHHBIX B UTOI'€ MHOTOMEPHOI1 opinHany (HAIIpUMep, METO/IOM TJIABHBIX KOM-
TTOHEHT).

Bapua6enpHoCTh — CIIOCOOHOCTD K M3MEHYNBOCTH U MePa U3MEHYHUBOCTH.
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TEPMUHOJIOTUYECKHH CJIOBAPb

Bapuauusa — o110 13 coctosgHui (heHOMa B JIONYCTUMbIX PA3BUTHEM ITpe/ie-
JIax.

BapbupoBanue — Kosie6HaHye COCTOSHIIA PasMepoB, (GOPMBI 1 CTPYKTYPbI B
JIOITyCTUMBIX Pa3BUTHEM IIpe/iesiax.

BuytpusumoBas muddepennuanusi — 06LIYHO MOAPA3YMEBACTCST TPOTIECC
HUCTOPUYECKOTo (HOPMUPOBAHUS IIOIYJISAIMOHHON CTPYKTYpPbl Buga U Mopdo-
(OYHKIMOHATHLHOTO PACXOsKIEHST OIS BIIOTH 710 0OPa30BAHIS TIOJIBUIOB.

BuyTpurpynmnoBasi ”SMEHYMBOCTh — TIPOSIBIEHUE WHAMBUAYATHHON W3-
MEHYUBOCTH (PasJIUIUil MEKILY OCOOSIMI).

BuyTpuuHAMBUIYaIbHAS H3BMEHYHBOCTh — IPOSBJIEHNE HEOMNHAKOBOCTH
TOMOJIOTHYHBIX MOTyJieli (aHTUMEPOB, METaMePOB, MOy IbHBIX CTPYKTYP) U pe-
3YJIBTAThI UX OPAUHAINHU JIJIST TPYIIEL 0COOE (IPUMEPOM SIBJISIIOTCS] M3MEHYH-
BOCTb OUJTATEPAIIBHBIX CTPYKTYP U UX (hIYKTYHPYIOIIAsI ACHMMETPUS).

BospacrHasi ©BMEHYMBOCTD — He PA3JINUUs MEKIY OCOOSIMU PAa3HOTO BO3-
pacTa, a pa3jinyusi B ”3MEHUYUBOCTH Pa3HBIX BO3PACTHBIX TPYIIIL.

TeHomM — COBOKYITHOCTH BCeX HAYKJIECOTUIHBIX TOCTIEI0BATEIBHOCTEH 0CO-
6u, JIUITH YaCTh KOTOPBIX PEAbHO CTAHOBUTCA JIOCTYITHOW W MOKET OBITh HC-
110JIb30BaHA 1IPU €€ KU3HU.

TenoTun — reHoMm, IMOMeYEHHBIN OIpe/IeIEHHBIM HACJIEJCTBEHHBIM MapKe-
POM, IPUBOJAIIMM WU HE MPUBOJAIINUM K TUIINYHBIM (PEHOTUIINYECKUM HU3-
MeHeHUSAM. [IocKosIbKy Bce FeHOTHIIbI, KaK I10JaraloT FeHEeTUKH, YHUKaJIbHDI,
UX THUIIN3AlKS YCIOBHA U, CKOpee, KacaeTcs TOJIbKO OT/Ie/IbHBIX FeHOB B COCTaBe
reHOMa.

Teomerpuueckast Moppomerpust (geometric morphometrics) — I'M, co-
BOKYITHOCTH TIO/IXO/TOB MHOTOMEPHOTO CTATHCTUYECKOTO aHAIN3a IAHHBIX, TIPEe/I-
CTaBJIEHHbBIX B hopMe KoopanHat JlekapToBoil cucTeMbl, 00bIYHO (HO HE BCET/Ia)
TPUBSI3AHHBIX K TOYKAM, JOKATM30BAHHBIM Ha OOBEKTE, — JAHAMAPKAM, WJIN
MeTKaM. [eOMeTpMYHOCTD B JJAHHOM CJIydae OIIpeesIsieTCsT MCIOJIb30BAHUEM
reomerpun Kengannosa mpocTpancTBa ¢GopM: OIEHKOH cpefHnX (HOPM U OIH-
caHueM BBIOOPOUYHOI Bapuanuu (Hopmbl 0OHEKTOB € UCIOJH30BAHUEM TeOMe-
tpuu [IpokpycTOBBIX AucTanuil. MHOrOMepHas yacth pacueToB B M 00bIYHO
BBINIOJIHSAETCA B JIMHEHHOM TAHTEHIMAJIbHOM IPOCTPAHCTBE, YTOOBI YHTH OT
HEEBKJIMIOBOCTH TIPOCTPAHCTBA (JOPM B OKPECTHOCTSIX BHIOOPOUYHOI CpeHeit
(ycpenuénnoi dopmbr). M — ocobblii kiacc MOPGOMETPUYECKUX METO/IOB,
KOTOpbBIE COXPAHSIOT TOJHYI0 HHGOPMAIUIO 00 OTHOCHTENbHON MPOCTpPaH-
CTBEHHOM yIOPSAJ0YEHHOCTH JAHHBIX Ha IPOTSKEHUH Beero aHaiusa. [loatomy
JaHHble METO/IbI TI03BOJISIIOT BU3YyaJIU3UPOBATDh IPYIIIOBLIE U MH/INBU/yaJIbHbIE
pasmyst, BEIGOPOYHYIO BAPUAIIUIO W JIPYTHE PE3YIBTAThI B MPOCTPAHCTBE WC-
XOJIHBIX OOBEKTOB.
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Tunepnpocrauncrso (hyperspace) — npocrpancTso, umeroriee 6osee Tpéx
n3MepeHui.

Tunepcdepa (hypersphere) — pacnpocrpanenue moHsTHS <«chepa» HA
MPOCTPAHCTBO, UMeToIee Hoiee TPeX N3MEPEHUII.

Tunepo6bem (hypervolume) — pacnpocrpaHeHye MOHATUS «00bEM» Ha
MIPOCTPAHCTBO, NMeioliee Hosee TPeX M3MEPEHHTI.

Tomosorust (homology) — obuiee moHsTHE JIsI 0G03HAUEHMSI COOTBET-
CTBHUSI M CXOJICTBA CTPYKTYP, 00YCIOBIEHHOTO OOIIHOCThIO UX 9BOJIOIMOHHOTO
MTPOUCXOKICHUST M OHTOTEHETHYECKOTO Pa3BUTHS. [laHHOE TTOHSTHE CBS3bIBAET
I'M ¢ eé GuosornyeckuM U OMOMEXaHUYECKUM TIPUIIOKEHUsIMU. B Teopernye-
CKOi1 OMOJIOIMY TOJILKO TaKKe SIBHbIE CyObeKThI (CYIHOCTH ) 9BOJIOIUN UJIA Pa3-
BUTHSI, KAK MOJIEKYJIbI, OPTAHBI UJIK TKAHHU, MOTYT OBITh CTPOTO TOMOJIOTUYHBIMUL,
Beasien 3a I’ Apcu TOMIICOHOM CITEIUATICTBI B 001acT MOP(OMETPUN TACTO
[IPUMEHSIOT 9TO IIOHSITIE BMECTO IUCKPETHBIX TEOMETPUYECKIX CTPYKTYP K TOU-
KaM WJIM KPUBBIM U Jlajiee PACIIPOCTPAHSIOT €10 Ha MHOTOMEDPHBIE IECKPUTITOPBI
(pusHaku, ueHTU(MUKATOPBI ), HAIPUMEDP HA 3HAYEHUS YaCTHBIX JiehopMaIiuii.
B aToM KOHTEKCTE TEPMUH «TOMOJIOTUYHBIIT> He UMeeT IPYToro 3HaYeHus, Kpo-
Me KaK «OJIHOUMEHHBIII», TIPU CPABHEHUU COOTBETCTBYIONIUX YacTell Tesa UIn
MOPGhOCTPYKTYP Pa3HBIX BUIOB WM CTAAUN PAa3BUTU. 3asBJIsII O TOMOJIOTHH,
MBI IIPOCTO XOTUM CY/IUTH O TIPOIECCAX, BAUSIONINX HA TAKHe CTPYKTYPHI, HO HA
mpaxTuke romMosiorus B I'M orpanmuena.

Tomosornyeckasi ISMEHYMBOCTh — TIAPAJIJIEJIbHBIE PSIIBI M3MEHUYMBOCTH
TOMOJIOTUYHBIX AUCKPETHBIX CTPYKTYP Y OJU3KHUX TaKCOHOB, 0OYCJIOBIECHHBIE
(punoreHeTHUECKON MPEEMCTBEHHOCTBIO MX MOP(HOTEHETUYECKUX cUCTeM (Tep-
MUH B HECKOJIBKO HHOI TpakToBKe ObLT Tipe/tosked H.V. BaBUIOBBIM TP OTIH-
CaHWU 3aKOHA TOMOJIOTHUECKUX PSIZIOB B HACJEICTBEHHON U3MEHYMBOCTH ).

Tomomnasus — cxoacTBO Osarogaps napaJjieibHO| 9BOJIOLNH.

Ipunnemmanckast vuma (Grinnellian' niche) xapaxrepusyer neoGxo/u-
MBIE JUUIST JKU3HU BUJIA PETHOHAJIbHBIE a0MOTUYECKUE YCIOBUSI MECTOOOUTAHUI
(habitat environment) tpu reorpadudaeckoM (IIPOCTPAHCTBEHHOM ) MOJIEJTHPO-
Baunu IH (cm. Peterson et al., 2011).

IleM — MUHUMAJIbHOE IOCEJEHUE BUJA, JIOKAJTM30BAaHHOE B OHOIEHO3€e
(6uororne), a ux ceTh 0OpasyeT GyHKINOHAIBHO CBI3AHHYIO IPOCTPAHCTBEHHYIO
CTPYKTYPY IOIYJISIIIHH.

«Iukuil THI> — JOMUHUPYIOIIAS B IO JISIIIMA MOANMDUKAIIN, CIMTAIOIIA-
sICsl HOPMOM B IAHHBIX YCJIOBUSIX PA3BUTHS.

Juddepennnanusa nomyassnuii — MUKPOIBOTIOIMOHHBIN TIPOIECC ajall-
TUBHOTO (WJIM WHAJANTHBHOTO) PACXOKIEHUS JIOKAJIBHBIX TOMYJSIUN KOH-
KPETHOTO BH/A IT0 KOMILJIEKCY TeHEeTHUYECKUX, SMUTeHeTUIeCKUX, MopdoreHe-
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TUIECKNX, MOP(MOQYHKITNOHAIBHBIX, (PUBMOTOTHUECKUX W ITOJIOTUYECKUX (Y
JKUBOTHBIX ) XapaKTEPUCTHUK.

Auddysnas k09BOTOMMSA — B3aUMHBIE COTIPSIKEHHBIE 9BOJIOTIMOHHBIE 13-
MEeHEHUsI, KOT/Ia BCE BUJIBI COOOIIECTBA B TOI UJIM MHOI CTETIEHH MOCTOSIHHO U3-
MEHSIOTCS IO/l IEUCTBUEM IPYT HA IPyTa: M3MeHEeHUe OJHOTO U3 HUX BbI3bIBAET
M3MEHEHMUE Y JIPYTOro, YTO BHOBb TPEOYET U3MEHUTHCSI IEPBOMY.

JluBepreHius — crernenb (HEHOTUITMUECKOTO (CTPYKTYPHO-(DYHKIIMOHAIb-
HOT'0) PacXO:KIeHUs BHYTPUBUAOBBIX (DOPM, BUIOBBIX U HAJBUOBBIX TAKCOHOB.

EsxinnoBo npocrpanctBo (Euclidean space) — npoctparctso, re pac-
CTOSTHUSI MEK/LY JIBYMsI TOUKAMHU TIPEICTABIISIIOT COOON €BKIIM/IOBBI IMCTAHIIN B
HEKOTOPOI CUCTeMe KOODP/IIHAT.

H3MeHYMBOCTB: a) BEPOSITHOCTHOE OCYIIECTBJIEHUE HA BCEX ATANaX Pa3BU-
THS UMEIOIerocs B rpesiesiax rpynmnoBoit Hopmbl peakinu (NoR) momysmsaium
MOTEHITHATHHO BO3MOKHOTO U JIOMYCTUMOTO HaGOpa YCTOWIUBBIX OHTOTEHETH-
yecknX (MOpgOTeHEeTHYEeCKNX) TPAEKTOPHUH, Peayn3yIoInX ompe/eseHHbe ¢e-
HOTHUITMIECKHE COCTOSTHUS M MX KOMOWHAIMY; 6) peasusarysi 00yCJ0BIEHHBIX
PasBUTHEM 3aKOHOB BO3MOKHOTO (JOMYCTHMOTO) MPeodpa3oBaHus 3JIEMEHTOB
(beHoMma; B) siBJieHUE PA3HOTO WHAWBUIYAJIBHOTO BOIJIONIEHUS BO3MOXKHOCTEN
anureHoMa B eHome; T) ahdekT BocrponusBeieHns B (heHoMaX KOMIIPOMUCC-
HBIX MoaupuKanmii Mopdorenesa Ha OCHOBE WX MCTOPUYECKH HACIEyeMOTO
myJia.

Hsomerpus (isometry) — B o0iieM ciydae OTCYTCTBUE CBS3U (POPMBI C
paszmepamu. [lonsaTre, anbrepHaTHBHOE AJUIOMETPUH.

HuBa3usa — BcTpauBanue 4yKepoHOr0 NHBA3UOHHOTO BU/IA U €T0 HUIIH B
COOOBIIECTBO, M3MEHSIONMX €r0 COCTAB U BIUSIONMX Ha (PYHKIMU KaK OJUH U3
BEPOSITHBIX AKTOB (PUJIOIIEHOTeHEe3a.

Kananusanus passutus (canalization) — crioco6HoCTE MOPGOCTPYKTYPBI
Pa3BUBATHCS BIOJb NIEATBHON PA3BUTHITHON TPAEKTOPUY IIPU BapHUaIluu pas-
HBIX yeoBuii cpeabl. Tepmun npepioxken K.X. Yopmuurronom (Waddington,
1940).

Kennasmioso npocrpanctso ¢opm (Kendall’s shape space) — pyHaamen-
TaJbHAS TeOMEeTPUYECcKask KOHCTPYKIUS, npeioxkenHas [asunom Kermammom,
COCTABJISIONTAsl OCHOBY TeOMeTpuuecKoil Mmopdomerpun. /laeT mosHy0 reome-
TPUUYECKYIO MHTEPIPETAINIo aHamu3a [I[poKpyCTOBBIX IMCTAHIINI MEKTY TIPOU3-
BOJIBHBIMU COBOKYITHOCTSIMU JIaHAMAPOK. Kaxkass ToOUKa B 3TOM IPOCTPAHCTBE
npejcTaBisier co6oit GopMy KOH(DUTYPAIMU TOYEK B €BKJIMIOBOM POCTPAH-
CTBE, HE 3aBUCAIILYIO OT Pa3MepOB, TIOJOKEHUS U OpUeHTAInu. B nmpoctpancTse
(opMm paccenBaniie TOUEK COOTBETCTBYET PACCEMBAHUIO HETON KOHGMUTYpAIIUU
JIAHIMAPOK, A He YACTHBIM PACCEUBAHUSIM OT/EJbHBIX METOK. DOJIBITHHCTBO Me-
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tonoB I'M mipezcraBisieT coboit IMHEHHY0 KOMOMHAIIMIO CTATUCTUIECKUX OIle-
HOK IUCTAHIIUH 1 HAITPAaBJIECHUH B 9TOM MTPOCTPAHCTBE.

Koncencycunas kondurypaius, win Koncencyc (consensus configuration)
— KOoHGUTrypaius JaHIMapOK, MPEACTaBIsoNas coboil yepeHeHHyo (hopmy
B uccieayeMoii Boi6opke. OOBIYHO BBIYUCISIETCS [T ONTUMUBAINY HEKOTOPOI
OIIEHKHU COBMelenus (popM: B YacTHOCTH, Ipu [IPOKPYCTOBOM COBMEIIEHH C 10~
MOIIIbIO YCPeAHEHHOI (hopMbI MUHUMU3UPYeETCs: cyMMa KBazparos [Ipokpycro-
BBIX JIUCTAHIH MEXK/Ty 9K3EMILIPAMU B UCCJIEyeMOii BBIOOPKeE.

Konrypuasi nunusi, win aytiaiitn (outline) — maremaruveckast Kpusasi,
NPeJICTABIAIONAsA J[BYMEPHOE N300paskeH e BAOJIb BUAMMON TPaHUIBI 00beK-
Ta. JlaHHbIE O KOHTYPHOH JIUHUU MOTYT OBITH COXPAHEHBI B (hOpPME PEryIIsIpHOi
PaBHOMEPHOI! TT0CJIEIOBATETBHOCTH KOOPAWHAT TOYEK, IIPUYEM 9TU TOYKH B OT-
JIMYVE OT JIAHIMAPOK BOOOIIE HE SBJISIIOTCS TOMOJOTHYHBIMEI B MOPGhOIOTHYE-
CKOM CMBICJIE.

Kpeon — ocHOBHasi arTpakTHBHas TpaeKTopust Mopdorenesa st 60JIb-
[IMHCTBA 0c00€el, yeTolumBbIil KaHaia (IyTh) pasBUTHs (TEPMUH IIPEIJIOKEH
K.X. YognuarToHOM).

Jlanamapka, wim metka (landmark) — crenuduueckast Touka, pasmenienHas
Ha o1n(pPOBAHHOM U300PAKEHUN OUOJIOTHIECKOTO 00hEKTa, BRIOPAHHAS B COOT-
BETCTBUH C ompeiesieHHbIMu paBuamin. Cormacao @. Bykireiiny, pasmernerie
JIAHIIMAPOK MOKET TPOU3BOAUTHCS 110 KJIACCHYECKUM KPUTEPUSIM TOMOJIOTHU —
Tuil [, Wi Ha OCHOBaHUM reOMETPUUYECKUX CBOCTB 00bekTa — Tutbt 1T u I11.

Jlaugmapxku I tuna (Type I landmarks) — touxu Ha o6beKTe, 71t KOTOPBIX
HanboJiee CTPOTO BBIMOJIHAIOTCS GUOJIOTHYECKIE (AaHATOMUYECKHE, THCTONOTH-
YecKue) KPUTEPUH TOMOJIOTHUH (HAIPUMED, KPUTEPUIl <«ITOJOKEHUST» U «CIle-
[[UATIBHOTO KA4eCTBa»: JKUJIKOBAHUE KPbLIbEB HACEKOMBIX, CTBIK TPeX KOCTeli,
OTBEPCTUST [IJIsT TPOXOKAEHUST OTIPe/IeIEHHBIX HEPBOB U KPOBEHOCHBIX COCYIOB
u 71p.).

Jlanamapku IT tuna (Type IT landmarks) — maremaTiueckue TOUKH, COOT-
BETCTBHE KOTOPBIX («TOMOJIOTHUST» ) OIIPE/IENIIeTCsI, CKopee, Ha OCHOBE TeOMeTPH-
YECKHUX, a He OHOJIOTHYECKUX CBOMCTB (HAIIPUMEp, «BXOJSIIIE W BBICTYTIAIONIIE
VIJIbI Ha JKEBATEJIBHOI TIOBEPXHOCTH IIEUHBIX 3yOOB TIOIEBOK).

Jlauamapku I tuna (Type IIT landmarks) — Hammenee ctporo ompese-
JIIeMbIe TOUKU Ha 00bEKTE, BHIOUPAEMBIE TI0 TAKUM YCJOBHBIM KPUTEPHSIM, KaK
«HAUOOBITUHI IMAMETP>, «/THO BBIEMKU» U T.J1. Ha1o UMeThb B BUJLY, UTO JIAHAMAp-
KU 3TOTO THUIIA XapaKTepUsyrT GoJiee 4eM OJHY 06J1acTh (hOPMBI, U TIPOSIBJISITh
OCTOPOKHOCTH TIPU UX TEOMETPUUYECKON M OUOJOTUIECKON WHTEPITPETAIUH.

MesxrpynnoBas U3MEeHYUBOCTb — JIUCIIEPCHSI CPEIHUX IPYIIIOBBIX 3HAYE-
HUH, XapaKTepU3yIoIas BeJIMYUHY Pa3Maxa 1 CTeNeH! PA3JInduil MKy HIMU.
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MepucTuuecKkuii IPU3HAK — CUETHBIN NpU3HAK (HAIIPUMED, YHCIIO 3y0umn-
KOB 110 Kpalo JINCTA, YHCJIO Yellyil B GOKOBOI JTMHUU PbIO).

Mepou — orpejiesieHHas CTPYKTYPHAS 4aCcTh OPraHU3Ma.

MepoHOMHS — HayKa O 3aKOHOMEPHOCTAX (OPMUPOBAHUS PasHOOOPasus
yacTell oprann3moB (mipeiioskena C.B. Metienom).

Metamep — TOBTOPSIIONIASICST TOMOIMHAMHAST MOJIYJIbHAsI CTPYKTYpa opra-
Hu3Ma (Harpumep, JTUCThS JIePeBa, CTEPHUTHI M TEPTUTHI HACEKOMBIX U [IP.).

MeradeHoM — XapaKTepUCTHKA BCEX COCTOSTHUIT MeTadheHOTHIIA y 0cobei To-
TYJISTIAY 7T BCETO JIana3oHa BO3PACTHBIX cTa/inii pazBuTus (cM. MetadeHoTum).

MeTtadeHoTHI — «COBOKYITHOCTD BCEX CBOMCTB MOTYJISIIH, (DOPMUPYIOIINX
cucremMy (DYHKITMOHATBHBIX CBSI3EN MEKIY ee WeHAMH, a TAKKe MEKITY TTOIyJIsi-
1uen u cpenoii, B koropoit ona cyiectsyers> (Osepckuit, 2010, c. 16). Ilo npen-
crayierusim [1.B. O3epckoro, MetaheHOTHIT TOMYJISIU 00benHsIET (PEHOTUTIBI
0co0eli, UX YKCJIEHHOCTD, COOTHOIIEHKE U AMHAMUKY B IIPOCTPAHCTBE U BPEMEHHU.

Moaudukanus: a) BOSMOKHOCTD MPOSIBIEHNUST HECKOJIbKUX (heHOTUTTHYE-
CKHUX COCTOSTHUI HA OCHOBE OJIHOTO F€HOMA, KaXKJI0€ U3 KOTOPbIX COOTBETCTBYET
OIIPEIEIEHHBIM YCIOBUAM PA3BUTHA; 0) OQMH U3 UCTOPUYECKU BbIPaOOTaHHBIX
nmyTeil pazBuTus (TpaekTopusi MopgoreHesa), KOTOPbIN paHee BbITIOJHSI POJIb
«JIMKOTO TUIA» UK HOPMBI, ObLI aJieKBaTeH TpeOOBaHUSM YCIOBUN PA3BUTH B
MPOIILJIOM, HO M3-32 X M3MEHEHUs ObLT 3aMeIleH JAPYTUM ONTUMAJIbHBIM Bapu-
AHTOM Pa3BUTHS, CTABITUM HOBOI HOpMOH. YacToTa mposBieHnst MOAnGUKAINN
B HOPMAJIbHBIX YCJIOBHSIX Pa3BUTH OOBIYHO MEHBIIE, YeM Y HOPMaJIbHOTO «/IU-
KOTO THIIa», a IPH 3HAYUTEIbHOM OTKJIOHEHUH OT HEro cuuraercs abepparieit
pa3BuTHs 1 MOPGHO30M.

Mopddorenes — mpoiiecc, 06eCIIEUNBANOIINI CTAHOBICHIE CTPYKTYPHI,
(opMBbI U pasMepoB OpraHM3Ma Ha BCEX HTANAX WHAUBUIYATHHOTO PA3BUTHS
(3MOPUOHABHOM, TPEHATAILHOM ¥ TIOCTHATAIBHOM).

MopdoreHernueckas nepecTpoiika — M3MeHEeHNe TPOTeKaHust Mopdore-
He3a 0co0€el TIOMyJISAIUN 110 CPABHEHUIO C €€ UCTOPUYECKH OTAAJEHHBIM TIPO-
IIJTBIM COCTOSTHUEM.

MopdoreHeTnueckas peakiius — n3MeHeHnne MopgoreHesa B OTBET Ha U3-
MeHEeHUe YCJIOBUI PA3BUTHSI.

MopdoreHeTnueckasi TPAEKTOPUST — M3MEHEHNMe CTPYKTYPbI U (DOPMBI C
BO3PACTOM (B OCHOBHOM II0/IPa3yMeBaeTCsI TIOCTHATAIbHBIN MOpdoreHes).

Mopddo3: a) ykjaoHeHHe OT HOPMAJIBHOTO PA3BUTHSI, COMTPOBOKIAIOIIEECST
HapyIIeHeM CTPYKTYPbI U/uin GyHKIUK; 6) peaKas HHaIalTHBHAA Moandu-
Kallis, CIydaiiHO BO3HUKAOIIASA [IPU PAHHEM XaOTHYECKOM I10AO0pe MyTH Pas-
BUTHS U3-3a HAPYIIEHHOCTH PETYJISIIUI HOPMAJIbHOTO TIpoliecca aMOproreHesa
u MopdoreHesa.
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Mopdonornueckoe pasnooGpasue, mopdopasnobpasue (morphological
disparity) — peanuzoBanHoe B momyJsiiiun (TOIMYJISIINASIX) BUIA MHOKECTBO
pasHbIX (EHOTHUIIOB KaK Beep TPaeKTOpuil MopdoreHesa B IOMYCTUMBIX Pa3BU-
THEM TIpeJiesiaX, HeOANHAKOBOCTh MOP(MOCTPYKTYP NPEACTABUTENEN OHOTO UJIN
HECKOJBKUX TAKCOHOB, X Pa3MepoB, GOPMBI i CTPYKTYPHI B 00111eM MOPHOTIPO-
CTpPaHCTBe.

Mopdosioruueckoe kapTupoBanue (PHIOTEHUU — TIPOCIUPOBAHKE U CO-
BMelleHre (PUITOTEHETHYECKOTO /IEPEBA, TTOTYIEHHOTO MOJIEKYISIPHO-TeHeTHYe-
ckuME (MJTH WHBIMK) METOJIAMU, ¢ OPANHAT TAKCOHOB, PasMEIeHHBIX B 00IIeM
MOpPGhOIPOCTPaHCTBE.

Mopdomerpus (morphometrics) — or rpedeckux cios «<Mopda» (Lopen)
U «<MeTPOH» (ETPNON), UTO O3HAYAET «(hOPMar 1 «U3MePEHNE> COOTBETCTBEHHO.

Mopdouuma (morphoniche) — obsacts Mopdonpocrpancrsa (2D, 3D,
CUIIEPIIPOCTPAHCTBA MOPMOIOTHYECKUX TIePEMEHHbBIX), B KOTOPOIl pa3Meliie-
HBI TPYIIIOBbIE OPAUHATBI 0COOM (AHTUMEPOB WJIH METAMEPOB MOIYJISIPHBIX
OpraHusMoB), notyastiuu (0coOell EeHONOMYJSIIUA WM 3KOHA), TAaKCOIeHA
(ocobeii cUMIaTpUYeckKux BHJIOB, PETHOHATBHBIX TaKCOIeHOB). M. mapame-
TPU3YETCsI AIIUTeHETHYECKOI crCcTeMOI (CucTeMaMu) JIAHHON MepapXudyecKoit
rpymmsl (rpymi). To 6uonepapxuu BHIAETSIOTCS MOP(HOHUIIN: WHANBU/YATb-
nag (UM) — i-mopdonnta, nomyssimonnast (I1IM) — p- mopdonnina, BugoBas
— s-Mopdonuma, merorndeckas (1IM) — c-mopdonnma. [To mosHoTE peanusa-
nun — peammsoBannas (pMH) — - mopdonuma u norennmanpaas (MMH) —
x- Mopdonuia uim ~ dyHxzamenTaabias (OMH) — f~mopdonumnra. Hanpumep,
peanmzoBanHas nomyJsionHas Mmopgonnma (pIIM) — rp-mopdonnma.

Mopdonpocrpanctso (morphospace) — mnpocrpaHcTso, 06pasoBaHHOE
ABYMsI U GoJiee epeMEHHBIMU U MTO3BOJISTIOIIEE XapaKTEPU30BATh B3aUMHYTO JIO-
KaJIM3aInIo, PAaCCEBAHME U arperaruio OpANHAT CPaBHUBAEMbIX MOPGhOIOTHYE-
CKUX 00BEKTOB.

Mopdoctpykrypa, win MOpdhoJoTHIeCcKass CTPYKTypa — OIpeeeHHasd
KOMITO3UIINOHHAST YaCTh OPraHu3Ma, KOTOPasi 3aKJIA/IbIBAETCS B PA3BUTHH KaK
11071001e HEKOET0 YaCTHOTO IIEJIOTO, BXOJSIIIETO, OJIHAKO, B COCTAB OOIIETO TIETI0TO
(opranu3zma WJIiM ero 4YacTH ), eCTeCTBeHHO (hopMUpyeTcs B Moporenese u nMeer
COOTBETCTBYIOIIME pa3Mepsl 1 (GOPMY, a He TOJbKO THIIbI, YUCJIO U OTHOIIEHUS
(CBsSI31) BXOJISIIIUX AJIEMEHTOB (TEKTOHOR ), TIPUCYIIHE JIOOBIM CTPYKTYPAM.

Mopdotun — ornpeneneHHoe XapaKTepHOe COYeTaHMe JEMEHTOB CTPYK-
Typbl ((heHOB, TEKTOHOB), (HOPMBI U Pa3MePOB y 0OBEKTA U TPYMITHI 0GBEKTOB,
MO3BOJISTIONIEE WX KAACCUMDUITMPOBATH Kak (HEHOMBI, 06JIaJIaloNINe Y3HABAEMbIM
TICKPETHBIM MOP(OJOTUIECKIM CBOHICTBOM.
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Myrtauusa — BocrpousBe/icHre B (DeHOME OIpe/ieJIeHHOTO PEeIKOro MOp-
osza 1npm HapylieHun HOPMAJIBHON PEryJSAIUU PA3BUTHSA, MHIYIMPOBAHHON
HaBe/ICHHOM WJIM CIMOHTAHHON AMCHYHKIMEH SMUreHoMa Ui CyOBUTATbLHBIM
HapylleHueM renoma (JieTajbHble MyTaHTbl He BBDKUBAIOT).

HanpagieHnasi acummeTpust — TipeobJiafafie mMposiBICHUS TOTO WA THO-
ro cBoiicTBa (pazmepa, GoOpMbl, CTPYTYPBHI) HA OJHOHM 13 CTOPOH OPraHU3Ma.

HaciiectBeHHOCTh — CIIOCOOHOCTD YCTONUUBOIO BOCIPOU3BEICHUS B (he-
HOMax OIlpezieJIeHHbIX MojauduKaiuii MopgoreHesa, XapakTepHBIX ST POIH-
TEJThCKUX OPTAaHN3MOB

HacienoBanue — criocOOHOCTD MepeiaBaTh CBOWCTBA POAMTEIEH TOTOMKAM.

HeMmeTpuuyeckuii moporoBslii mpu3Hak — MOpP(OCTPYKTYPa, MOTEHIIUAb-
HO CIIOCOGHAsT peaim30BaTh JiBa U (oJiee TUCKPETHBIX COCTOSIHUS — 9JIEMEHTa
(dhena), postBeHEe KOTOPBIX B (heHOME 0OYCIOBIEHO TIPEOIOTIEHIUEM «TIHTE-
HETUYECKUX TTOPOTOB>.

Hopwma peaxiyu (NoR) — mipeziesibl peansaiini B OHTOTeHe3e TTOTEHITUATBHO
JIOITYCTUMBIX CBOICTB (heHoMa / (heHOMOB, 00YCJIOBIEHHBIE HCTOPUYECKH CPOPMI-
POBaHHBIMU OTGOPOM HACJIEACTBEHHBIME OCOOEHHOCTSIMU OCOOH / TPYIITIBI 0COOEi.

0060061 ennslii (renepamsosannsiii) IIpokpycros anamms (GPA) — airo-
PUTM 3aKJIIOYAETCS B [10CJIEA0BATEIBHOCTH MIaroB. [l Kax 101 kondurypannn
JIAH/IMAPOK BBIUMCJIIOTCS KOOPAMHATBI LEHTPOMA. 3aTeM Bce KoHpurypaunu
TPAHCTUPYIOTCS (TIEPEMEIIAIOTCS) B TIPOCTPAHCTBE KOOPAWHAT TaKUM 00pasoM,
YTO HEHTPOUI Kaska0i (opMbl B BeIOOpKe pactiosaraercs B Touke (0,0) — meH-
tpupyetcs. [locie TpaHcasauu pasmep TEHTPOWIA KaxkA0H KoHpUTypanuu
PUPAaBHUBAETCS K €IUHMUIIE, TEM CAMbIM Bce 00BEKTHI MACIITAOMPYIOTCS K Ofi-
HoMmy pasmepy (Bookstein, 1986). B sakounTeIbHON CTagun KOH(MUTYPAITUT
OINITHMAJIbHO BparaioTcess (POTalus) Tak, 9ToObI MUHUMU3UPOBATh PACCTOSTHIE
MEKIy COOTBETCTBYIOMUMU (KOPPECTIOHAUPYIONIMMI) APYT JPYTY, T.€. TOMOJIO-
ruuynbivy, Janamapkamu (Gower, 1975; Rohlf, Slice, 1990). IIponecc ureparus-
HO TIPOJIOJIKAETCS IO MOMEHTA BBIYMCJICHUS CpeiHeli (hOPMBI, KOTOpas He MOTJia
OBITH OllEHEHA APUOPH (10 3aBEPIIEHMS HTOTO MPOIECCa CYTEPUMITO3UITIH —
WUTEPATUBHOTO B3AMMHOTO HAJIOKEHUS KOH(MUTYPAITIH JIAHAMAPOK ).

O6o6mennas cynepummosuinusa (generalized superimposition) — co-
BMelleHne Habopa UHANBHUAYATbHBIX KOH(PUrypaiuii 00bEKTOB ¢ KOHCEHCYCOM.
[Iporesypa MOkeT OCYIIECTBIATHCS C TIOMOIIBIO HECKOJIBKUX aJITOPUTMOB: Ha-
XOJK/IEHUEM HAMMEHBIINX KBA/[PATOB, BbhiyucaeHneM pesucternuu. O6061eH-
Has CyIepUMIIO3UIMS OCHOBaHA HAa NTEPATUBHOM I10/IX0JIE, IOCKOJIbKY CpeHee
— KOHCEHCYC He MOKeT GBbITh 3apaHee ToACYuTaH Ge3 TPOIELY Pl CYTePUMITO-
3uIUK 0GBHEKTOB, KOTOPAst He MOXKET OCYIIECTBUTHCS MO OTHOIIEHHUTO K CPe/THelt
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nepes; TeM, Kak oHa Oy/er BbrumcieHa. [Ipoiece OBTOPSIETCST MHOTOKPATHO /10
BBITIOJIHEHUST KDUTEPUEB MUHUMATBHON MOITOHKU.

OHTOreHeTHYeCcKasi TPAeKTOPUsl — KPUBAsl, XapaKTePU3YoIast B 001eM
MOP(}OITPOCTPAHCTBE TOCAeI0BATENbHbIC U3MEHEHUS 3HAYCHWH OPAMHAT OJTHO-
TO ¥ TOTO Ke 00bEKTA WJIN X IPYIIIbI Ha Pa3HbIX aTaraXx OHToreHesa (Mopdo-
renesa). Tepmun npemnoxer 1. Onbepuem (Alberch, 1980) u B mambreiiem
pasBuBasicsa M.B. Munoii (2001).

Opaunanusi, wim ynopsiiounBanue (ordination) — mpezcrasienue 00b-
eKTa Ha OIHON i 6oJiee KOOPAUHATHBIX OcstX. KOMOUHAINS YIIOPSIIOUNBAHST
06BEKTOB € OpJIMHAIINEN BEKTOPOB MEPEMEHHBIX [IAeT «OUILIOT>.

OtnocurenbHblie gedopmaiuu (relative warps — RW) — ruiaBrbie KomIio-
HEHTBI paciipeesienns HoOpM B TaHTeHIIMAAbHOM IIpocTpatcTBe. Kaxaas oTHo-
cutesibHas JeopMalisl COOTBETCTBYET HEKOTOPOMY HallpaBJICHUIO U3MEHEHU
(hopMBI OTHOCHTEIBHO 9TAJOHHON KoHUrypaluy, rpadguueckum pejcrasiie-
HHUEM KOTOPOTO MOKET CJIYKUTh JehopMaliiisl TOHKOM THOKOI TtacTHHbL. B Me-
TOJ/le OTHOCUTEbHBIX AehOpMaIiii NCMOIb3yeTCsT apaMeTp o, KOTOpbIi (TIph
a #0) «B3BeNMBaeT> U3MEeHEHUsT (POPMBI 0OPATHO MPOITOPIIUOHATBHO MACIITA0y
usMeHenuit. OTHOCUTEJbHBIE e(hOPMAIIUU BBIYUCIISAIOTCS 110 YaCTHBIM J1ehop-
MAISM WU IPOKPYCTOBBIM OCTATKAM.

IMosMroH U3MEHYUBOCTH — TIOJIUTOH, OOPA30BAHHBIN TIPH COEIUHEHU JIH-
HUSAMU KPAaHUX OPIMHAT Ha TIIIOCKOCTH, (DOPMUPYEMOH AIBYMS TIepEMEHHBIMHU,
O00DBEIUHSIONUN BCE OPAMHATHI BBIOOPKU U XapPaKTEPU3YIOMIUN MPOSIBICHIE
M3MEHYUBOCTH BIOJIb KAXKIOW M3 TIEPEMEHHBIX, a TaKkKe arperupoBaHHOCTD 1
pasHoobpasue 0OBEKTOB CPABHEHMUSI 110 COYETAHUIO JIAHHBIX TtepeMeHHbIX. I1.u.
MOJKET UCIIOJIBb30BATHCS U I/ OLIEHKH TIITOIAI MOP(MOIPOCTPAHCTBA, 3aHATOTO
JAHHOM TPYIIIOH, IIIOTHOCTH U XapaKTepa paclipe/ieJIeHsl OpAANHAT, YTO M03BO-
JISIET OTIEHUTH YPOBEHb BHYTPUTPYIITIIOBIO pasHoobpasust. B aHIIOA3BIYHON JTH-
TepaType OTpeessIeTcst Kak TIIONIa/b BRIMYKI0H o6omouku — 2D convex hull.

IToauron A. C. CepeOGpoBCKOro — JierectkoBas (3Be3quarasi) KOHTYPHAast
(penorpamma, xapaxkrepusyioniasg COOTHOIIEHUE YacTOT BCTPEYAEMOCTH JMC-
KpeTHBIX Bapuainii ((heHOB) HeMeTPUUECKUX TPU3HAKOB, «<MyTaHTHBIX (heHOTH-
noB» uau Mmopd B Buibopke (cm. Cepebposcekuii, 1970).

IMomumopdusm — jBe wiu Oosiee AUCKPETHBIE MOPGBI B MOMYJISAIN, 00-
ycoBieHHble HacuaeactBeHHbiMU (aktopamu (1o Mopay (Ford, 1940)), mu-
HUMAaJbHAs YaCcTOTa BCTPEYAEMOCTU KOTOPBIX MPEBBIMIAET YACTOTY TOSBJICHUS
CHMOHTAHHBIX MYTAIUi UM B PACHIMPUTETIHHOM CMbICJIE HATTMYNE B MOMYJISAINN
Pas3HbIX (HOPM C HEOIIPE/IEIEHHO HACJIE[CTBEHHOI 00y CIIOBIEHHOCTHIO.

IMomudennsm — NposiBiIeHNE B TOMYJISIUN IUCKPETHBIX MOPd, 00YCIOB-
JIEHHBIX TIPSIMBIM BJIMSTHHEM CpPejibl 0OuTaHust Ha MopdoreHes ocobeil u siB-
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JISTIOTIUXCST KCTOPUYECKY BBIPAOOTAHHBIME U HACJIEAYIONUMUCS BapUaHTaMU
XapaKTepHBIX MOAUMDUKATINIT PABBUTHUSI.

IMoanas Ipokpycrosa aucranmus (Full Procrustes distance) — pesyiib-
TUPYIOIIAs TUCTAHITI MeXK Ty (DOPMaMIL: KBAJPATHbII KOPEHb 13 CyMMbI KBa/[pa-
TUPOBAHHBIX PA3JINIUI MEKITY KOOPAMHATAMHU COOTBETCTBYIONINX JIAHAMAPOK.

IMonynauuoHHasi MEPOHOMUSI — HOBOE TIOIYJISIIIUOHHO-MOPGOJIOTHYECcKoe
HalpaBJIeHUE UCCIIEI0OBAHUIA, HATIEJICHHOE HA M3yYeHUe STTUTEHETUIECKO TUBEP-
rernuu (opM pazHOro paHra: OT MOABUIOB /10 HAJBUAOBBIX TAKCOHOB, BbISIBJIECHLIE
cTerneHy (HUIOreHeTHUECKUX CBSI3€H M 3MUTEHETHYECKO TIPoBepKu (hujioreHe-
TUYECKUX TUIIOTE3, U3yUeHre IBOTIOMOHHON POJIU TAPAJLIETU3MOB U CTAHOBJIE-
HUST MOP(OJIOTHYECKUX «HOBIIECTBY, PEIlleHNe dBOJIIOINOHHO-3MUTeHETHIECKIX
mpobJieM TOMOJIOTUH U MakpoaBoioiii. B ocroe I1.M. Jiekar snireHeTHIECK e
CHICTEMHBIE TIPOIlecChl MOpdoTreHe3a M CPAaBHUTEIBHOE BHYTPU- M MEKBHIOBOE
n3y4yeHue MpoIeccoB pa3BUTHS HA MOMYJISIIMOHHOM (TPYIITIOBOM) YPOBHE, TPYII-
MIOBOIT aHAJIN3 BHY TPUUHANBULYATBHOI NM3MEHUYMBOCTH FTOMOJIOTYHBIX AHTHMED-
HBIX U MeTaMepHBIX MOPGhOoCcTpyKTYp. KirtoueBbiMu 0ObeKTaMI SIBJISIOTCST (heHbBI
FOMOJIOTHYHBIX HEMETPUYECKUX MPU3HAKOB U UX KOMOMHATHBHBIC COUCTAHMS —
(eroxommosumin (Bacuipes, 2005; Bacunbes, Bacumbera, 2009a, 2018).

INonynsimuonHass 3koMopdOJIOTHsI — HOBOE HAIPaBJIEHUE TOIYJISAIIOH-
HOIt MOpGoJIOriY, HatleJIeHHOe Ha AKOMOP(hOJIOrHYeCKUil MHOTOMEPHbBII aHATU3
M3MEHYNBOCTU MHIMKATOPHBIX MOPGhOJIOTHYECKUX 1 MOPGHOPU3NO0IOTHIECKITX
MOKa3aTeseil M BHYTPU- U MEKITOMYISITUOHHBIX MOP(HODYHKITMOHAIBHBIX aJIar-
TalUii K U3MEHSIOMUMCs yeaoBuaM cpejibl (BacuibeBa, Bacuibes, 2019).

IonyAsIMOHHO-IIEHOTHYECKUIT MOHUTOPHHT — 9KOJIOTUYECKIH MOHUTO-
PUHT TIEHOTIONMYJIAINI CUMIIATPUYECKUX BUIOB B COCTaBe COOBIIECTB (TAaKCO-
IIEHOB), KOT/Ia IEHOMOTYJISIINS WU €€ YaCTh — CTPYKTYPHO-(DYHKITMOHAThHAS
rpymnmna (9KOH), OJHOBPEMEHHO TIPOSBIAIOT ceOs KaK 4acTh TOMYJISAIUN BU/IA
U 4acTh OHolleHo3a oxHOBpeMeHHO. ColpsiKeHHOe Mapajljie/ibHoe CPaBHEHUE
9KOJIOTHYECKUX U MOP(OJIOTUIeCKUX PEAKITIIT 9KOHOB U [EHOTOYJISAIUN C1M-
HNaTPUYECKUX BUAOB, BXOASIIMX B OHOIEHO3 (TaKCOIEH), Ha PasHbIe YCIOBHS
obutanust (B pasHble CE30HDI, TO/bI, IECATUIETUSI, BEKA U JIP.), HO3BOJISIET BbI-
SIBUTH WX B3aMMOJEHCTBUsT (KOHKYPEHINIO, CHMOMOTHYECKHE CBSI3W U TIPOY. ),
YSI3BUMOCTD OT/IEJIbHBIX [EHOTONYIAINI (BUIOB) U 1leHo3a (TakcoileHa) B Iie-
JIOM B Pa3HBIX PETHOHAX W/WJIN BO BDEMEHH.

IMosxymerka (semilandmark) — asiemenT ennHoil ocIeR0BATEIBHOCTH TO-
YeK BJIOJIb KOHTYPHOH JIMHUM, TIOPOKAEHHON eIMHBIM aITOPUTMOM, & He TOMO-
JIOTHE, TIO3BOJISONTUN TTOCTPOUTH Ay TIAHBI (CM. BBIIIIE).

IMonyasiiust — MCTOPUYECKHU CJIOKUBINASICS TIPUPOJIHAST IPYTIITMPOBKA 0CO-
Geil BH/I, CIIOCOOHAST B T€UEHHE HEONPEIEJEHHO OOJIBIIOTO YMCIa MOKOJEHNUI
YCTOHYUBO CYIIECTBOBATH Ha OOIIEH TEPPUTOPUH UK AaKBATOPHH, TIPE/ICTABJICH-
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Hast CceThi0 (DYHKIIMOHANBHO CBSI3aHHBIX MOCEJCHUN (IeMOB), 00beINHEHHBIX
B mpejiesiax GUOIEeH030B (OMOTONOB) B IIEHOMOIMYJISIIHH, Ybe B3aUMO/ICHCTBIE
obecTieynBaeT MOIEPKAHIE €€ IKOJTOTUIECKOTO eIMHCTBA U IBOJIOIMOHHOM
resioctiocTr. II. 0bJTafaeT ONpeie/IeHHbIM BHYTPEHHUM (DEHOTUITHYECKUM
CXOCTBOM 0cO0€el ¥ pazHoOOpasreM dKOHOB, 00YCIIOBJIEHHBIM IIPUCYTCTBUEM
y Kak0i 0co0u BbIpabOTaHHOI 0TGOPOM eIMHON IMUTeHETHYECKON CHCTEMBI,
TO3BOJIFIONICH pean30BaTh ONpe/ieIeHHbI MHBAPDUAHTHBIN CIIEKTP OCHOBHBIX
MOp(oreHeTHUECKHUX TPOrPaMM, KOTOPBIN OTJIMYAETCS OT TAKOTO CIEKTPa Y JIIo-
60i1 APyTOI 0TOOHOI TPYIIIUPOBKU.

IMonynsinuoHubIii OHTOrEHe3 — o01iee /st BCeX 0cobell MOTyJIAIu nuc-
kakerue (sehopMUPOBaHKE) BUIOBON MTPOTPAMMBI PA3BUTHS, 3a/Iaf0TIEN Beep
BO3MOJKHBIX ITO/IITPOIPAMM J1IJI4 €€ JIOKaJIbHBIX ycaoBuil. I1.o. kak moamBapuant-
Hast TIPOTPaAMMa Pa3BUTHSI B TIOTYJIAIIMN HCTOPUYECKU MITH(YETCst 0TOOPOM JIJIsT
KOHKPETHOTO INana3oHa (hIyKTyaruii yeaoBuil Cpeibl U CIocoOHa peaTn3oBaTh
001IHiT CIEKTP OCHOBHBIX TIOTEHIINATbHBIX OHTOTEHETHYECKUX TPAEKTOPHIA, KO-
TOPBIIT MHBapUAHTEH JIJIS BCEX ee 0CO0ei.

IMonynsiuuoHHAS] CHHIKOIOTHST — 001Ias 00IACTH TOMYJIATIMOHHO 9KOJT0-
TUW W CHHAKOJIOTUH, HAIleJIEHHAS Ha OTHOCUTEIbHO CUHXPOHHBIN U CHHTOITHBIN
AQHAJTM3 TIEHOTIOMYJISATIMH HECKOJbKUX BUIOB BO BPEMEHH, KOTOPBIH TO3BOJUT
OTIEHUTD COTPSKEHHOCTD W QIANTUBHOCTD UX 9KOJOTHIECKUX U MOPGhODYHKITN-
OHAJILHBIX PEAKIIUH, MOIEPKUBAOIINX [IEJOCTHOCTD U YCTOUIUBOCTH COO0IITe-
cTBa (TakcolleHa), Ha U3MEeHeHue dKoJorndeckux ycaoBuii (Bacuiabes, 2019).

IIpusnak — cBOIICTBO, cojieprKalilee BJIOKEHHBIH KpUutepuii Kiaaccuduka-
[[IH ¥ TI03BOJISTIONIEE OTHECTH OOBEKT K TOMY UJI HHOMY KJIACCY OOBEKTOB.

IIpunuyun xomnencanuu [0.U. YepHoBa — yBesmyeHnue 4UCJIEHHOCTH U
BUJIOBOTO PasHOOOpas3ust OTAETbHBIX HAJIBUAOBBIX TAKCOHOB KaK KOMITEHCAIIUS
UX HEZIOCTATOYHOI TIPEACTABICHHOCTH B COOOIIECTRBE MM BO3PACTAHNE YHCIICH-
HOCTH W MOP(HOJOTHYECKOTO PasHOOOpasusi BHYTPH MOIMYJISIIIUK OJHOTO BH/IA
JLUIs1 KOMITIEHCUPOBAHUA MAJION YMCJIEHHOCTH UJIW OTCYTCTBUA JIPYTUX BUJIOB CO-
ob1ecTsa.

ITpokpycrosa aucranius (Procrustes distance) — Mepa pasinuuii MesKIy
bopmamu o KOOpAMHATAM METOK. BBrumciisiercst Kak KBaJpaTHBI KOPEHb W3
CYMMBI KBa/I[PaTOB PA3HOCTEH MEK/Y KOOPANHATAMHI METOK TOCJIE OTITUMAbHO-
ro (METOI0M HAUMEHBIITIX KBa/[PATOB) BEIPABHUBAHISI 1 COBMEIICHUS 0OBEKTOB
10 1eHTpouIHbIM pasmepaM. Otnpesiesisier MmeTpuky KenmasuioBa npocrpancTsa
dopm.

ITpokpycrossl ocratku (Procrustes residuals) — coBOKymHOCTH BEKTO-
POB, CBS3BIBAIOIINX JIAHIMAPKU TAHHOTO 9K3EMILIAPA C COOTBETCTBYIOIMIUMU
MeTKaMU 3TaJIOHHON KoH(UTypalmu mnocJje npokpycroBa copmerienng. CymMmma
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KBaJIPaToB JIJIMH 9TUX BEKTOPOB CJIY/KUT OIEHKON (MpHOIMKEHHOM) KBajpara
[TpokpycTOBO# MUCTAHIINKM MEXKIY NAHHBIM 9K3EMILISPOM U HTaJOHOM B KeH-
JTAJLIIOBOM TIPOCTPAHCTBE.

IIpokpycroBa cynepumnosunus (Procrustes superimposition) — BbIo-
HEHHUe COBMeNeHsT (HAJOKEHNUST) IBYX (DOPM METOJOM HAaMMEHDIINX KBajpa-
TOB, UCIIOJIb3YIOIee OPTOrOHAJIbHbIE MU adPUHHBIE TPe0OPA3OBAHMUSL.

IIpocrpaHcTBO (Space) — B CTaTUCTHKE COBOKYIHOCTH OOBEKTOB MU UX
M3MEepPEHUH, Ipe/icTaBJIeHHast B BUJIe TOUEK Ha IJIOCKOCTH, BHYTPU «00beMas, Ha
HOBEPXHOCTU ¢(HEPHI MU BHYTPU UHTYUTUBHO IIPEACTABJISAEMOI CTPYKTYPhI 60-
Jiee BBICOKOI Pa3MePHOCTH.

IIpoctpancteo duryp (figure space) — KoopaMHATH OOBEKTOB KaK BEKTO-
POB B «HUCXO/IHOM» TIPOCTPAHCTBE JIAHHBIX.

IIpocrpancteo ¢popm (form space) — mpocTpaHcTBO GUIYD IIPU yAANIEHUN
PasJInYMil B MOJIOKEHUH U OPUEHTAIUK [TPU COXpaHeHnu pazmepoB. meer 2—3
U3MEPEHUS JIJIST IBYMEPHBIX KOOPAMHATHBIX TAHHBIX U 3—6 JIJIs1 TDEXMEPHBIX.

IIpocrpancTBo GopM Kak TakoBbix (shape space) — Kaskias TOUKA B 9TOM
MTPOCTPAHCTBE COOTBETCTBYET KOH(MUTYPAIMHA METOK, M3 KOTOPOI MCKJIIOUEHBI
pasMep, MoJIO’KEHNE U TOBOPOTHAS OPUEHTAIINS, T.€. sIBJIseTcs (DOPMOIi 1o orpe-
nesenuio. Pacmpesiesienne To4ek B TPOCTPAHCTBE (hOPM COOTBETCTBYET pactipe-
JIEIEHUIO TTOJTHBIX TIeJIBIX KOH(PUTYPAIINIA, & He OTAETbHBIX METOK.

Pasmeporenes — yBenuuenue pasMepoB (POCT 0coOU U ee YacTeil) B mpo-
mecce Mopdorenesa (tepmun npeioken B.B. Koponoit (Kopona, Bacuibes,
2007)).

Pasnoo6pasue — 00bIYHO II0APasyMeBaeTcs BUI0BOE pasHoobpasue (duc-
JIO BUJIOB WJIW BHYTPUBU/IOBBIX IPYTIIT), HO MOKET MMOHUMATHCST U KaK HEOUHa-
KOBOCTb MOP(OJIOTUH BUIOB U BHYTPUBUIOBBIX IPYIIIL.

PeanusaimonHasi U3BMEHYMBOCTb — U3MEHUYMBOCTD, He CBSI3aHHAS HU C Te-
HOTHIIOM, HU C BJIUSIHUEM CPeIbl, a 00YCIOBJIEHHAsI «CTOXACTUKON PasBUTHI>
(otkperta B.JI. Actayposbim B 20-e Tozpt XX B., TEPEOTKPHITA U TTOJTyYNIa HA-
3Banue B KoHile XX B. B pabore B.A. CrpyHuukosa u 11.M. BeimnHckoro (1991).

Pedpern — 3aKOHOMEPHO MOBTOPSIONIMECS PSIBI UBMEHYHMBOCTU CTPYK-
TYp U GOPM KaK y TAKCOHOMUYECKH OJU3KUX, TAK U YAAJTECHHbBIX BUAOB (TEPMUIH
npemsoxker C.B. Meitenom)

Puxnedcuanckas auma (Ricklefsian’ niche) (=mopdoruma) xapaxrepu-
3yeT peaJM30BaHHbIE U MOTEHITHATbHbBIE MOP(HODU3HOIOTITIECKHE 0COOEHHOCTH
(ernoma 0cobu, 9KOHA, HEHONOMYIsAun (IOILYJIAIIK ), BUa, TakcoleHa (co0b-
1[eCTBA) 110 CTPYKTYPE, (hopMe u pazmepam, OTpaskast uX MHOTOMEPHYIO (heHOTH-
MMYECKYIO TUIACTUYHOCTD B MOP(doIipocTpancTBe (Opur.).
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Crepxpacceusanue (overdispersion) — Heciyuaiinoe, 3HA4YUMO M306BITOY-
HOe paccerBaHKe OPAMHAT B MOP(MOIIPOCTPAHCTBE, KOT/IAa CPEHS Mepa UX 9MITH-
PHYECKOT0 pacceMBaHMs IOCTOBEPHO BbIIIIE, YeM ITPpH ciryvaiinoM [lyacconoBckoMm.

CuMnarpuyeckue BHIBI — BU/IBI, COBMECTHO OOMTAIONINE HA OJHOW U TOI
JKe TePPUTOPUH WJIN B IPOCTPAHCTBEHHO OIPAHNYEHHOMN aKBATOPHHU.

Cumnarpuueckoe ¢popmooopaszoBanue — HopMoodpasoBatue Ha OJHON 1
TOI JKe TEPPUTOPHUH WU aKBATOPUH, TIPUBO/ISIIEE K BOSHUKHOBEHUIO B MTOTTYJISI-
1y 9KOMOpd, a 3aTeM Ha UX OCHOBe MUMGEPEHITNPOBAHHBIX BHYTPUBUIOBBIX
(opm, IMeoIX pa3Hble dKOJTOTHYecKkrue HUMmM U Mopdorummu. [Ipumepamn
C.}. aBasiorcs (uioku poid B Bennkux A pukanckux o3epax, BOSHUKIIUX B pe-
3yJIbTaTe HEJIBAHUX PUMTOBBIX F€OJOTUIECKUX TTPOTIECCOB.

CHHIKOJIOTHS — KOJIOTUST BUIOBBIX COOOIIECTB.

Crenmorene3 — peanmnsoBanHas DH uaMensercs 3a cdeT OCBOCHUST HOBBIX
YCJIOBHIT 1 pecypcoB B mpoiiecce GopMooOpazoBaHisi/BUI000Pa30BaHIISI, [TPU-
BOZIATIETO K M3MEHEHUIO (hyHAaMEHTAIbHON HUIIN KaK OJMH U3 BEPOSATHDIX aK-
TOB (husIoIEeHOTEHESA.

Cuaiin (spline) — 510 HeTMHENHAS KYyCOYHO-TTOJMHOMUAIbHAS (DYHKITHS,
3ajaomnast hopMy KPUBBIX — BekTOpHas KpuBasi. B M cruiaiin nHanomunaer
CETKY, KOTOPast MOXKET UCIIOIb30BAThCS IS KAPTUPOBAHUS (M306paKeHNUsT) Jie-
chopmanmu un uckaxeHust (hoPMBI OT OZHOTO 0OBEKTA K IPYTOMY.

Crpykryporene3 — gopMupoBanrie MOPhOCTPYKTYP B Tporiecce Mopdo-
reHesa.

CrpykrypHo-dyHkinonaasHas rpynna (C@OI') — cooTBeTcTBYIOMNIAS OTIpe-
JIeJICHHOMY 9KOHY BHYTPUITOIYJISAIMOHHAS TPYyTINa 0co0eil, UMEIOIIX CXOHbIe
¢ eHOMBI 11 BKOIOTHYECKHE HUIIH, BHITTOJHSIONNX OTpe/ie/IeHHbIe (DYHKITUN TI0
MOJIEPKAHUIO TIETIOCTHOCTU U YCTOWYNBOCTU MOMYJISIIIUH ([I€HOTOMYJISIIHH ).

CT3 — cuHTeTHYeCKaS TEOPUS IBOIONIH (HEOJIAPBUHU3M )

Cy0Kkpeoa — aTTpakTUBHas TpaeKTopust (IyTh) MOp(hOreHesa, MPOsIBIISIO-
NIascst ¢ MEHbBIIEH, YeM JIJIs KPeo/ia, BEPOSATHOCTHIO.

CyO6cTuTynus — 3aMelieHre HUIK OHOTO B/ (IIpaBUIbHEe — KOJIOTH-
4ecKOU (PyHKIIMU) HUIIEH JPYroro, BhITECHUBIIETO MECTHBIN BUJI B IPOIECCE
KOHKYPEHTHOTO JIaBJIEHUS KaK OJIUH U3 BEPOSATHBIX aKTOB (DUIIOTICHOTEHE3a.

Takconen (TakcoieHo3) — accoruaius (KOMIJIEKC) TaKCOHOMHYECKH
GJIM3KUX BUJIOB U HAJIBUIOBBIX TAKCOHOB CO CXOIHBIMU 9KOJOTUYECKUMU (DYHK-
[USIMU B COOOITECTBE, ABJIAIONUNCS 0COOBIM THIIOM 9KOJOTHYECKON THIIBIN
(BBezen A. Xonoposcku (Chodorowski, 1959)).

Texkron — anemMeHT MOPDOJIOTHYECKOH CTPYKTYPBl (MOPhOCTPYKTYpPHI),
KOTOPBIN BCET/IA SIBJISIETCST 9ACThIO, a He TETbIM (MOKET GBITh OIMpeeIeHHON
YacThio MepoHa), 1 MokeT ObiTh «Mepratonumy> (flickering) wim Guaykryupy-
IOIM 00bEKTOM, KOTOPBIi COCOGEH KaK TPOSIBUTHCSI, TAK M HE TIPOSIBUTHCS B
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(dheroMe (y OrIaTepabHBIX CTPYKTYP — MOJKET PETYJISIPHO TIPOSIBJSATHCS Ha 00e-
WX CTOPOHAX TeJa, Ha OJHOW M3 HUX U TIOJHOCTHIO OTCYTCTBOBATH). TeKTOHAMM
SIBJISTIOTCST OOJTBIIUHCTBO (DEHOB — JINCKPETHBIX (AJIBTEPHATUBHBIX) CTPYKTYP-
HBIX BapuaIluii HeMETPUUECKUX MTPU3HAKOB.

TpancdopmanuoHHas pemerka — rpahuyecKuil HHCTPYMEHT TTOAJICPKKA
BU3yaJIN3allM B TEOMETPUUYECKOM MOP(MOMETPUH, TO3BOJILIONINN BU3YATU3U-
poBaTh U3MeHeHUst (hOPMBI OGBEKTOB € MOMOIIBIO CETYATHIX JehOPMATTHOHHBIX
PEIIeToK, B KOTOPbIE BIIMCAHBI KOH(PUTYPAIMHU JaHAMAPOK 00beKToB. Pererku
CO3/IAI0TCSI HA OCHOBE MHTEPIOJIAIIMOHHOTO METO/[a KaK KapKacHble CILJIAiHBI
(wireframe splines) a1 AuHAMUYECKON BU3yaIU3allny KOHMUTYpaLii TaHMa-
pox (landmarks), Harmpumep cOOTBETCTBYIONMX MUHUMATBHOMY W MaKCHMAJTb-
HOMY 3HaY€HUSM JAUCKPUMUHAHTHOM (DYHKIIMU.

MDeH — yCcTONUNBOE COCTOSTHUE CKPETHOTO HEMETPUIECKOTO TTIOPOTOBOTO
IIpU3HaKa.

DeneTuka — MOMYJISIIMOHHAS TUCITUTIIIHA, KOTOPAst HA TIOMYJISIITAOHHOM
(rpymIoBOM) yPOBHE TIO3BOJISIET U3yYaTh pa3BUTHE (aIbTePHATUBHBIE ITyTH Pa3-
BUTHS) W JIa€T BO3MOKHOCTH CPAaBHUTEIHHOTO STMUTEHETUYECKOTO aHATM3a He
TOJIBKO MOMYJISAIII 1 BHYTPUBUIOBBIX TAKCOHOB, HO U 60JIee BRICOKIX TAKCOHO-
MUYECKUX KaTeTOPUIl B TPOCTPAHCTBE W UCTOPHUUECKOM BPEMEHM.

MeHoreneTnka — 00J1aCTh MCC/IEI0BAHI, HATIEJIEHHAsI HA U3YYEHUE TeHe-
TUYECKON TIPUPOIBI PA3BUTHUS MPU3HAKOB, NN «(DU3NOTIOTUN TEHOBY, a TAKKe
MIPOABJICHUIT TPYIIIOBOW BHYTPUUHIAMBUAYATHHON M3MEHUYUBOCTH, HAIpUMeEp
Hanpanientoil u paykryupyioiieit acummerpuu. Mr. cBsI3aHa ¢ UMeHEM TIpes-
JIOJKUBIIIETO ee HeMel[KoTo reHeTrka Basentuna lexkkepa (Haecker, 1918, 1925).

MenoreneTnyecKasi MUBMEHYUBOCTD — peajin3arust 00yCJAOBICHHBIX Pas-
BUTHEM 3aKOHOB BO3MOKHOTO (JIOIyCTUMOTO) IPeoOPA30BAHUS OT/IEJbHBIX
MOpGOCTPYKTYP B oHTOreHe3e. D.HM. COAEPKUT BE KOMITIOHEHTBI: IETEPMUHU-
cTUYecKyo (OPraHu3yIoNIyl0) U CTOXaCTHYECKYIO (CIyUaliHyIo).

Menorenernueckoe mMopdonpocrpanctso (phenogenetic morphospace)
— [OTEHIMAJIbHOE CTPYKTYPHO-(DYHKIMOHATIbHOE MOP(hOIIPOCTPAHCTBO, (hOPMU-
pyloleecsi Ha OCHOBE MHOTOMEPHOI OPINHAITIMY WHIUBULYJIbHBIX KOMIIO3UITHIA
(heroB ((heHokOMMO3NINIT) HEMETPUIECKUX TIOPOTOBBIX TIPUHAKOB, MTPOSBIICHIE
KOTOPBIX OTIPE/IEISETCS SMUTEHETUIECKUM JIAHATTA(DTOM TOMYJISIINH.

MdeHorpammerpusi — METOIUKA TeOMeTpUYecKoil (deHetnkn —(geometric
phenetics, =phenogrammetry), O3BOJISOIIASIS UCIIOIB30BATH ABTEPHATHBHbIE
CTPYKTYPHbIEC BapUAIlUl HEMETPUIECKUX TPU3HAKOB — (DEHBI, & TAKIKE UX KOMITO-
3UIK — MOPGOTUTIBI 1 MOP(BI B TEOMETPIUECKON MOPhOMETPUH, OTTHPAsiCh Ha
M3MEHYNBOCTD BUPTYATbHbBIX KOH(MDUTYPAIIU — JIETIECTKOBBIX [HarpaMM uin e-
HOTPaMM, XapaKTePU3YIOIINX 0COOEHHOCTH MHANBUYAILHOU U IPYIIIOBON (e-
HOTHIIMYECKON peajin3aliuu peasbHbix MopdocTpykryp (Bacuabes u ap., 201806).
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Mdenom (phenome) — Best COBOKYITHOCTD CBOMCTB 0COOM, IMTHAMIYECKH TTPe-
06pasyoIUXCst B OHTOT€HE3€e OT 3UTOTHI 10 CEHUIBHOTO COCTOSIHUS, BKIIOYAsT BCE
CyOKJIETOUHBIE, KJIETOYHbIE, TKaHEeBble, OpPraHHbie, MOP(MODUNOIOrNYeCKue 1
HTOJIOTUYECKHUE YEPTHI, KOTOPbIE CIIYsKaT HEOOXOAMMBIMU PECYPCAMU IS TIOeP-
JKAHWS ee JKU3HU U yUacTHsl B pa3MHOKeHUU. . — BepOSTHOCTHASI KOS €IMHOI
LS TIOTTYJISIIIAY STIUTEHEeTHYECKO TTOJTMBAPUAHTHOIM MoJiesin pa3BuTHs. M — 1ep-
BUYHAST 9KOJIOTHYECKast HUIIIA 1 MHAWBHUyarbHas Mopgonua (cM. Ty1aBa 7).

Menomuka (phenomics) — 06s1acTh MOJIEKYJISIPHOM OMOJIOTHI Pa3BUTHS,
MU3ydaronast CBSI3b OT TEHOTUTIA K (DEHOTHUTTY U MEXaHW3MBI €T0 Pa3BUTHS: KaK
reHeTUYeCKe UHCTPYKIIMH OT eIMHUYHBIX TeHOB WUJIU T1eJIOTO TeHOMa TPAHCJIH-
PYIOTCSI B TIOJTHBIN HAOOP (DEHOTUTTITUECKUX TPU3HAKOB OPTAHU3MA.,

Denotun — kiacc (tuir) MOPGOTOrUIECKU TUITHIHBIX U CXOIHBIX MEXKTY
coboit (heHOMOB 0cO6€ell HA OTPE/IeJIEHHOM 3Talle UX WHAUBUILYATbHOTO Pa3BU-
tust. JIrobast CTpyKTYypPHO-(DYHKIIMOHATIbHAS (B TOM YHCJIE TOBEAEHYECKAST) 0CO-
6eHHOCTh (heHOTHUIIA OTPaXkKaeT CHenu(UKY ero IKOJIOrnIecKoi Huim. VcxoaHo
noHsATre peHoTun («Kaxkymuiicss tuis) npemioxero B.JI. Moranncenom (Jo-
hannsen, 1909, 1911, 1923, 1926) a1 o6o3HaYEHMs TN MAPKUPOBAHUA CXOZI-
HBIX 110 KaKOMY-JI100 HaCIeAyIOIEMYCsl CBOICTBY ocobeil. B HacTosIee Bpems
MOHSITHE HECKOJIBKO BUIOU3MEHUJIOCH, HO TIO-TIPEKHEMY XapaKTepU3yeT KJacc
0cobell 0HOr0 BH/IA, CXOAHBIX 110 KAKOMY-JIN00 CBOMCTBY (IIPUBHAKY ) CTPOEHMS
nin GyHKITMOHUPOBAHUSI.

DeHoTHNMYECKAS IUIACTUYHOCTD — CIIOCOOHOCTH OHOTO M TOTO JK€ TeHOMaA
(0OBIYHO MIPUHSTO CUUTATh, YTO «€HOTHIIA» ) 0OECTIeUnBaTh PeaJU3allnio Beepa
Momupukaiuii (heHOTUIIAa B PA3HBIX YCTIOBUSIX PA3BUTHSL.

Durypa (figure) — npencrasienne 06beKTa B BUAE KOOPAMHAT KOH(PUTY-
paryy ToYeK —JIaHAMAPOK.

DuoreHeTHYECKH CUTHAI — OTpakeHue (DUIOTEeHETHIECKUX CBsI3€eil B
M3MEHUYNBOCTH TEX UJIN MHBIX MOP(MOCTPYKTYP.

DdunomopdonpocTpaHCTBO — MHOTOMEPHOE MOP(MOIIPOCTPAHCTBO, COBME-
neHHoe ¢ pustorerreil (06bIYHO OCTPOEHHON Ha OCHOBE MOJIEKYJISIPHO-T€HETH -
YeCKUX JTAHHBIX).

D0k — MyYoK CUMIATPUUYECKUX (hOpPM, TPUPABHUBAEMBIX K BHAM, KO-
TOPBII ABJISETCS PE3YJABTATOM CHMIATPUYECKOro (hopMooOpasoBaHus, MPe-
cTaBsger coboil moxobue coobuiecTBa MOPQOIOTUUECKH Pa3IMYAIOIIXCI U
9KOJIOTMYECKU CIENUAIN3UPOBAHHBIX CUMIIATPUUECKUX IKOMOP(D, KOTOpbIiE B
reHETUYECKOM OTHOIIEHUH TIOYTH OJTHOPOHBI, T.€. B TOHUMaHUU TPAJAUIIMOHHO-
IO FeHEeTHKA, BEPOSITHO, HE SIBJSIOTCS KJIACCHUECKUMU BUIAMU.

Daykryupyomas acuMMeTpusi — (HeHOMeH HeHalpaBJIeHHBIX OTKJIOHE-
HUil oT OGuiartepasbHON CHUMMETPUM M Mepa MPOSBJIEHUS HeyIopsA0YeHHON
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BHyTpHHHI[HBH[[yaJIbHOﬁ N3MEHYNBOCTHN 6I/UIaTepaJIbeIX IIPU3HAKOB 110 pa3Me-
pam, dopme u crpykrype. M.a. 0OBIYHO PACCUUTHIBAETCST KAK BEJMUMHA B3a-
MOJICHCTBUS CJydallHOTO W (DUKCUPOBAHHOTO (hAaKTOPOB B CMEIIAHHOW MOJIEJN
IBYX(AaKTOPHOTO TUCIIEPCHOHHOTO aHamm3a — Two-way ANOVA (cm. Palmer,
Strobeck, 1986; Palmer, 1994).

®dopma (form) — B Mopdomerpun hopma 0ObEKTA IPEACTABIISAETCS TOUKOI
B IIPOCTPAHCTBE MTEPEMEHHBIX (POPMBbI, KOTOPBIE SIBJISIOTCS U3MEPEHUSIMU FeoMe-
TPUYECKOT0 0OBEKTa, He U3MEHSIOIUMUCS [IPU €ro TPAHCISAIMK U poTanun. B
YACTHOCTH, TP OTPAsKEHUN (hOPMa COXPAHSIETCST, €CJTH OCTAIOTCSI HEM3MEHHBIMU
BCE PacCTOSTHUS Mexky JataMapkamu. OObI4HO hopMa IpeicTaBeHa OHON 13
uryp B onpeziesieHHOM MOJIOKEHUU U opueHTaluu. [Ipu ynanenun pa3auanii B
MOJIO’KEHUN ¥ OpueHTaInu (puryp ocraercst (popma.

dopma kak TakoBas, Wi codcTtBenHo ¢opma (shape) — reomerpuye-
CKH€ CBOWCTBA KOH(MUTYPAIMK TOYEK, MHBAPUAHTHbBIE K U3MEHEHUSIM I0JI0Ke-
HUs, ToBOpoTa (opreHTaIK) U MaciTada (pasmepos). B mopdomerpuu popma
reOMEeTPUIECKOro 00bheKTa BBIPAKAETCS] TOUKOH B IIPOCTPAHCTBE EPEMEHHBIX
q)OprI, KOTOPbIE ABJAIOTCA €T0 M3MEPEHUAMM, OCTAIOIINXCA HEM3MEHHBIMU
[IPU BBIMOJHEHUH TPpeobpasoBaHuil mopodust. st JaHHBIX, MPEICTABIEHHBIX
KoHduUrypaiuei JangaMapox, (hopmMa BbIpaKaeTcsl B BUJE OT/EJIbHLIX TOYEK B
KenpammoBom mpocTpancTBe, UMEIOIIEM TEOMETPHIO, 3aMaHHyI0 [IpokpycToBbI-
MU auctaniusaymu. Vmerotest u ipyrue BUAbI (GopM, HATTPUMED OMUCHIBAIOIIIE
KOHTYPbI, TOBEPXHOCTH WU (DYHKIIMH, OTHOCSIINECS K TPOCTPAHCTBAM C UHbI-
MU CTAaTUCTUYECKUMU CBOIICTBAMU.

DopnocTHas MOMyAauUs — MOIY/IALM, OOUTAIOMAS HA [IPEIeIe IIPUTO-
HBIX JUUISI CYIECTBOBAHUS YCJIOBUH (Ha Kparo apeasia, B ropaX, B TEXHOTEHHON
cpezie, B relepax, Ha OOJIbIINX IIyOuHAX, B TEPMUYECKUX MCTOUHIKAX U JIP. ).

@dparpusa — pureTHIeCKUit OTPE30K B TTATIEOHTOJOTHN, COOTBETCTBYIOTINN
(use BUA/TOABUIA B TEOJIOTMYECKOM /HCTOPUYECKOM BPEMEHU.

Xopyc — ajieMeHTapHOEe JIOKAJTbHOE TOCeJeHne BUA WM dJIeMEeHTap-
Has TeppuTOpuasibHag sueiika Buga (tepMmuH npeaioxkern H.JI. JToOpuHCKuM
(2010)).

ITentpouansiii pasmep (Centroid Size) — KBajpaTHbBIl KOPEHb M3 CYMMbI
KBaJIPaTOB UCTAaHIINI HabOpa JaHIMAapPOK OT MX 0OIIEro eHTPOM/IA WK KBaIpaT-
HBIH KOPEHb N3 CYMMbI BapraHC (JMCTIepCHi ) TaHAMAPOK BOKPYT IIEHTPOU/A I10 X-
1 y-HarpassieHusIM (ocsm). Verosmp3yeTtcst B KauecTBe YCJIOBHON OTIEHKH pa3Mepa
B T€OMETPUYECKON MOP(MOMETPUN U JIJIT BRIDABHUBAHUS KOH(DUTYpAIUu METOK,
4TO0OBI UX MOKHO ObLIO IIOMeCTUTh B KeHa11080 npocTpaHcTBO.

IeHonmomynsAnus — 4acTh NOIMTYJIAINN KOHKPETHOTO BU/IA, HACEJISIOTIAS JIO-
KaJIbHBIN O1o11eH03 (6HOTOI).
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Hentrpouns — BeKTOP, XapaKTEPUIYIONINN MECTOIOJIOKEHNE CPEHEr0 3Ha-
YeHUsT OPAMHAT BHIOOPKHU TI0 JIBYM WJIM TPEM MEPEMEHHBIM (HATIPUMED, MEPBBIM
TPEM TJIaBHBIM KOMIIOHEHTAM).

IBoBH/ (9BOOIMOHHBIN BUI) — (QUIOTEHETUYECKU «CO3PEBIINI» YCTOM-
YUBBIM BUJI, HAKOIUBIINH 32 BPEMSI CBOETO CYIECTBOAHUS MEJIKUE MOJIEKYJISAP-
uble ocobernnocty u ook B J{THK, moctarodnbie I OMYIEHNST IPHHSTOTO
y JAHHON TaKCOHOMWYECKOM TPYTIThl MUHUMAJIBHOTO YPOBHSI MOJIEKYJISPHON
BUIOBOI iuBepreHnnu (1o CPaBHEHMIO ¢ APYTUME OJIM3KUMY BUIAMN ).

IBOJIOUOHUKA — YacTh 001Iell GUOJOTHH, U3YUAOIash MEXaHU3MbI 1 3a-
KOHOMEPHOCTH 3BOJIOIIMOHHOTO MpoIliecca Ha 3eMJie 1 3a ee TIpefiesiaMu.

IBOIOIUOHHAS] CHHIKOJIOTHSI — 00JIaCTh CUHAKOJIOTUN U 9BOJIOIIMOHHON
9KOJIOTWH, HalleJieHHAsT HA HBOJIIOIMOHHO OPUEHTHPOBAHHBIH OTHOCHTEJIHHO
CUHXPOHHBIN U CUHTOITHBIN aHAJIN3 1[EHOMOMYJISAIINI HECKOJIBKIX BUJIOB KaK BO
BPEMEHM, TaK ¥ B IMPOCTPAHCTBE, KOTOPBIN MO3BOJISIET BBIABUTH COMPAKEHHDIE
DKOJIOTHYECKHE U MOP(MODU3NOIOTHnYecKre peakiii BUI0B coobliecTBa (Tak-
colleHa) Ha M3MEHEHUE JKOJOTMYECKUX YCJIOBUI, OIEHUTb MX KOAAITHUBHBIE
CBOICTBA, CJIOKUBIITNECS B IIPOIIECCE IBOJIOIMOHHBIX U KOIBOJIIOIIMOHHBIX 1TPO-
neccos (Bacuubes, 2019).

IBOMONUOHHAS IKOMOTHSA — I, MEKAUCIUTIIMHAPHOE OHOJOTHYECKOEe
HAay4YHOE HAIPaBJICHUE, YACTHYHO OOBEANHSIONIEE HBOTONUOHUCTURY (9BOIIO-
IIMOHHYIO TEOPHUIO), SKOJOTHIO TOMYJISIUN U cOOOMIECTB, GHOTEOIEHOIOTHIO,
HCTOPUYECKYIO 9KOJIOTHIO, Groreorpaduio, humoreorpaduio 1 humoneHorexe-
THKY, HalleJIeHHOE Ha M3ydyeHHUe MPOIECCOB MUKPO-, ME€30- M MAKPOIBOJIOTIIH,
CO3/IaHUE 9KOJOTHIECKT OPUEHTUPOBAHHON 9BOJIIOIIMOHHOI Teopuu. I BKIIO-
JaeT M3ydeHue dKOJOTUIeCKUX (haKTOPOB MUKPOIBOIOIMOHHOTO MpoIecca
BUI000pa30BaHus, TPoIlecca afanTannoreHesa (BKIOYAs aJQliTUBHYIO Pajiu-
aIMIo M 3aXBaT HOBBIX QAITUBHBIX 30H) W IIEHOTHYECKOU HBOJIIOIUN — HBO-
JIOIUS Ha HAJIOPTAaHU3MEHHOM ypoBHe opranusarmu xusan (Ceseprios, 1941,
1951; Lack, 1946; IIsapu, 1969, 1980; ITuanxa, 1981; Yepuos, 2008; Cesepiios,
2013; Bacuibes, 2019).

IBOMONMOHHO-9KOJIorHYeckuii nmpuHnun Typeccona-IlIBapua — 3Bo-
JIOIMOHHAS JMBEPTEHIIUA OTPakaeTcd B Pa3HON HAIPaBJICHHOCTH U CTETICHU
BBIPAKEHHOCTU MOP(OreHeTHYeCKON peakiini BHYTPUBUOBBIX (DOPM M KPHUII-
TUYECKMX BUJIOB Ha OJIMHAKOBbIE ycjoBUSA uUX pas3BuTus. IIlpunnun Typecco-
na—IlIBapiia 1o3BoJIAeT BBHIABUTH B OJMHAKOBBIX JKOJOIMYECKUX YCIOBUAX
HEOJMHAKOBOCTb Beepa MojubUKaAIMi y cpaBHUBaeMbIX reorpaduyecku yia-
JIeHHBIX (POPM, OIIEHUTD CTEIEeHb UX IBOJIOINOHHO-9KOJIOTHYECKOI0 PACXOsK/Ie-
HUS U CXOJICTBA HKOJOIMYECKUX HUII MO0 KOMILIEKCY MOPGhOhYHKIINOHAIBHBIX
IIPU3HAKOB.
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J30reHe3 — IEPErpyIUPOBKA COOTHOIIEHUI BUIOB KAaK OJMH U3 aKTOB
custonieHoreHesa, BAUSIONINI HAa 3MeHeHne peasin3oBanHoil DH.

AxoBuy (ecospecies) — (IIOK, WM, KaK €ro ellle HAa3bIBAIOT, TyY0K BHU/IOB,
npescTaisier coboit mogobue coobiecTBa MOPGHOTOTHIECKU PABTHUAIOTIIXCS
U 9KOJIOTHYECKN CIHEIUATH3NPOBAHHBIX CHMIIATPUYECKUX dKOBUIOB (MCXOITHO
tepmun npunaiexut I. Typeccony (Turesson, 1922)), xotopsie B renetuye-
CKOM OTHOIIIEHUU TIOYTH OJTHOPOJIHBI, T.€. B TIOHUMAHUHU TPAJAUIIMOHHOTO r'eHe-
THKa, BEPOSTHO, HE SBJISIOTCS KJIacCHuecKuMu BuiaMu. OTHAKO OHU 110 TEM WJIN
WHBIM MTPUYUHAM aCCOPTATUBHO CKPEITUBAIOTCS U YCTOWIHUBO COXPAHSIOT OCO-
6eHHOCTH MOP(OTreHe3a 1 9KOJOTHIECKOH CIEMATU3alny B Ype/ie TIOKOJIEeHU,
Oyydu BUAMU € TOUYKU 3pEHIst MOP(OIOTa 1 9KOJIOTA.

IKonoruss — MEKIUCIUIITMHAPHOE HAINPaBJeHNEe HAYKW O B3anMOJICH-
CTBUU OPraHU3MOB JIPYT € IPYTOM U CPEION X OOUTAHWSI, OPUEHTUPOBAHHON B
KOHEYHOM UTOTe Ha M3y4eHre IPoOJeM BbIKUBAHIS YEJOBEYECTBA B U3MEHSIIO-
meiics we 6e3 ero yuyactus buochepe 3emin, moapasaessiomasacs Ha 1ecaTku
YaCTHBIX OUOJIOTMYECKUX, MEAUIMHCKUX, TEOJOTHUECKUX, KOCMOJOTHYECKUX,
TEXHUYIECKUX, OUOTEXHOJOTUIECKUX, MH(POPMATTUOHHBIX, SKOHOMIYECKUX U CO-
[UATBHBIX HATIPABJIEHUI.

IKosorHYecKas HUIMA — MHOKECTBO HEOOXOAMMBIX PECYPCOB U YCTOBUIA
cpesibl OOMTaHUsT — KINMATHYECKUX, (PU3UYECKUX, XUMUYECKHUX, MOp(oreHe-
THYECKHX, OMOTHYECKUX, OCBOCHHBIX OPTAHU3MOM U MOMYJISIIIHEH KOHKPETHOTO
BU/IA B TIPOIECCE DBOJIOIIH COOOIIIECTB.

IKoJioruuecKas dMUreHeTuka — 00JIacTh SIUTEHETHKY, OIEHUBAOIIAs
BJIMSTHUE YCJIOBUIA cpellbl HAa (DYHKITMOHUPOBAHUE U TIEPECTPOUKY IMUTEHOMA, B
TOM YHCJIE CTPECC-UHIAYIIMPOBAHHBIE MEXaHU3MbBI OBICTPBIX MUKPOSBOIOIMOH-
HBIX M3MEHEHU I KOMIIOHEHTOB OMOTHI.

Ikomopda — rpyira ocobeil MOMyJIAIUI, OTHOCSIIASICS K OMPENETEHHO-
MY 5KOHY ¥ 00J1aj1ato1ast 0coObMu MOPHOMYHKITHOHATBHBIMU 0COOEHHOCTSIM,
AJIATITUBHBIMY OIHOBPEMEHHO KaK JIJIST [[EHOMOIYJISAIII, TaK U JJIsT OHMOIEHO3a
(coobimectBa).

IKoH — Tpyrmia (HEHOTUITHIECKH OJHOPOIHBIX 0COOEN B COCTAaBE MEHOTIO-
MYJISIIAY, BBITOJIHSIONUX CXO/IHbIE 9KOJI0rnyecKkre GYHKIUU U UMEIOIINUX CXO/I-
HyI0 aKojiorndyeckyto Huny. Tepmun Beegen I. Xuryosnom (Heatwole, 1989), Ho
HOBTOPHO IIpe/IsIoskKeH B Hayunblii o6uxon I1.B. Osepckum (2014). xon ucxoa-
HO 0603HAYAI TPYIITY 0COOEH ONpeIeIEHHON CTaUK KU3HEHHOTO 1IUKJIa, BO3-
pacTHOro Kjacca, Mopdbl UJIH 10JIA, YJIEHbI KOTOPOI UMEIOT CXOJIHBII XapakTep
MICTIOJT30BAHUS PECYPCOB U OJTHU U Te Ke HUIIEeBbIe XaPAKTEPUCTUKU.

Iym3us — MCYe3HOBEHIE BUIA U3-3a €T0 YXO/1a WM BBIMUPAHUS KaK OJITH
13 BEPOSITHBIX aKTOB (PHUIIOIIEHOTeHesa.
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Aaronuanckada numa (Eltonian’ niche) xapakrepusyer jokaibHbie QyHK-
IIMOHAJbHBIE pecyPChl (Tpodudeckue u apyrue GUOTHYECKIE TEPEMEHHBIE), He-
06xoIMMbIe 0cOGSM BU/IA, YUUTHIBAEMBIE TTPU MOJICTUPOBAHUY JTOKaTbHON JH
(cm. Peterson et al., 2011).

InureHeTHyecKasi U3MEHUYNBOCTb — KaHAJIM30BaHHAs KOMIIOHEHTa MOp-
oremesa, 00ycaOBIEHHAST CTPYKTYPOH Kpeojia U CyOKPEOsoB W PacCTaHOBKOI
AMUTEHETUYECKUX TTOPOTOB — OPTaHU3YIONast KOMIIOHEHTa (peHOreHeTHYeCKO
HU3MEHYHBOCTH, ITPOSBJISIONIAsCS B (hopMe YIIOPSI0UEeHOOW BHYTPUMHIUBUILY-
AJTbHON U3MEHYMBOCTH.

InureHeTHYeCKUil JaHAMA(T NOMYIAIUN — TI0 AHAJIOTHU C AMUTEHETH-
yecknM ganamadpTom ocobu (mo K.X. Yoaauurrony) obias snureHeTnuecKast
cUCTeMa [TOPOTOBO PETYJISIIINU Pa3BUTHS, 3a/Iaf011Iast OCHOBHOU HAabOp MHBAPU-
AHTHBIX TPAEKTOPUN pasBUTUs (KPEO/ U CYOKPEODbI) Y 0COOel MOy IS,

InureHeTHYECKUIl MOPOT — KPUTHUYECKAS KOJTMYECTBEHHAS KOHCTEJIISAIUSA
SMUTEHETUYECKUX B3aUMOJICHCTBUN, TPeoioJieHre KOTOPOH 3alycKaeT oIrpe-
JIEJIEHHYIO TIOCJIe/[0BATEbHOCTD coObITHIT MOpdorenesa. [IpeogoseBast Te wiu
WHBIE CUTYAITMOHHO (hOPMUPYIONINECH dIUTEHETHYECKIE TIOPOTH, SITUTeHeTHYe-
CKas CUCTEMa MOJKET «BKJIOUNTB» TY WU MHYIO ITOIIIPOrPaMMY U BEPOSATHOCTHO
«BBIOPATL> CIEAYIOMMUH mar passuTust. ONpeIeSIeHHBIN B X0/e 3TOTO «BhIOOpas>
HOBDI IIyTh CO3/[aeT HOBYIO CUTYAIIHIO, KOTOPas BEPOATHOCTHO 3aIIyCKAeT OJIHY
U3 CIEAYIONNX BIOKEHHBIX PEKYPCUBHBIX MOATPOTPAMM, KOTOPBIE paHee GbITH
HUCTOPUYECKU BHIPAGOTAHBI, BCTPOEHBI U 3aPETYIMPOBAHBI B AIIUTEHOME.

InUreHeTHYECKHiA MATTEPH — IPOSIBJISIONIEECS] Ha IPYNIIOBOM YPOBHE JIO-
[YCTUMOE JIJISI IAHHON UCTOPUYECKH CJIOKUBIIEHCS TPYIITBI 0co0ei (MOMyIIsiuig,
TaKCOHA) YIIOPSIOUEHHOE pasHOoOOpasre aHTUMEPHBIX, METAMEPHBIX U METaMep-
HO-aHTUMEPHBIX MOP(HOCTPYKTYP, KOTOPbIE SABJSIOTCS TOMOJOTHYHBIMU HU30Me-
paMu B Tipoliecce pa3BuTHs. Ecim JTMHENHO PacIiooKUTh TaKie CTPYKTYPBI TI0
CTETIEHU CJIOKHOCTH, TO B 3TOM PSILY MOSKHO OYJIET YBUIETH TIOCTEIIEHHOE CTAHOB-
sere MOpGhOCTPYKTYPBI, KOTOpoe HAOJIIOfAeTCsT B TpoIiecce Mopdoreresa mpu
hopmupoBaruu HanboJIee CJIOKHOI ee KoHpuryparuu. Eciiu cBsi3aTh, Hapumep,
JIPYT C IPyTOM Bce OIatepajibHble HECOBMA/IEHUS] AaHTUMEPHBIX CTPYKTYD B T€X
CJIy9asix, KOT/[a OHU TIPOSIBJISIIOTCST OJTHOBPEMEHHO Y OJTHUX U TEX JKe 0COOEH, HO Ha
Pa3HbIX UX CTOPOHAX, TO B PE3YJIBTATE MOXKHO ITOCTPOUTH HEKOTOPOE MOP(hOJIOTH-
YyecKoe MTPOCTPAHCTBO, XapaKTepu3ylollee «3MUreHeTHYeCKUil naTTepH» (TepMUH
npeiosker K.6.H. A. A. TTo3aHsAKOBBIM ) WK (peHoreHeTrndeckoe MopdoIpocTpan-
ctBO (Bacuibes, 2009; Bacuibes, Bacuibesa, 2009).

Inurenernyeckas cucreMa — o01Iast st 0coOeil MOMyISAIIK TTOPOTOBAST
peryJsiaTopHas cucteMa MHANBHULYaJIbHOTO Pa3BUTHS, JIOKATM30BaHHAS B dIIUTe-
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TEPMUHOJIOTUYECKHH CJIOBAPb

HOME U MapaMeTpUsyIolas OCHOBHOI HabOp WHBAPUAHTHBIX TPACKTOPHIi pa3-
BuTH (KPEOA 1 CyOKpeobl).

INUreHoM — COBKYITHOCTh BCEX HAJATCHOMHBIX B3aUMOJICHCTBUIA, 0be-
CIIEYMBAIONIUX YCTONYMBbIE MPOIecChl (PYHKINOHUPOBAHUSI €HOMA IIPHU €ro
perapaiuy, CYUTLIBAaHUM, PEAYIIMKAIUKU, (OPMUPOBAHUN TPAHCKPUIITOMOB,
PEMOJIETTMPOBAHIY, PETYJIMPOBAHUY MEPECTPOEK MOOMIHHBIX T€HOMHBIX 3JI€-
MEHTOB, METHUJMPOBAHUU U JPYTUX IPOIECCax, KOTOPBIE OIMPENeSIOT BHY-
TPUKJIETOUHbIE U MEKKJIECTOUHBIE PEryJIsiiiii, PEKYPCUBHO O0OECHeUrBAIOIIIe
TPOTIecC caMOCOOPKHU 1 TTOIEPIKAHIST OPTaHu3Ma B ITPOI[ECCe OHTOTEHe3a B Pa3-
HBIX 9KOJIOTHYECKUX YCIOBUSIX.

INHUTeHOTUN — CHCTEMa BCEX AKTWBHBIX ATMUTEHOMHBIX (HAJT€HOMHBIX)
B3aUMOJIEHCTBHUI, 06ECTIEUMBAIOINX AKTUBAIMIO MJIH HMHAKTUBAIIUIO HEOOXO/IU-
MBIX YYaCTKOB TeHOMa KOHKPETHOU ocobu (tepmuH npesmoxken K. X. Yomaunr-
ToHOM). 10 aHAIOTHK € TEHOTUTIOM — KJIACCOM CXO/IHBIX T€HOMOB (MJIU CXOJTHO
MapKHUPOBAHHBIX TEHOMOB), TEOPETUYECKH JTOJIKEH OTPAKATh KJIACC CXOMHO OP-
raHU30BAHHBIX TIUTEHOMOB.

Iranonnas koudurypamus (reference configuration), sranon — kon-
¢urypaiiug MeToK-JaHAMApPOK B TeOMETPUYEcKoil MOPGOMETPHUH, ¢ KOTOPOi
COBMEIIAIOTCS 9K3EMILISAPDI TPU UX CPABHEHUH. ITO MOKET OBITD APYTOI 9K3EM-
ISP WJIM yCpeAiHeHHas KoH@Urypaius. ITaJOH COOTBETCTBYET TOUKE KacaHUs
JINHEHHOTO TaHTeHI[MAIbHOTO IIPOCTpaHCTBa K chepudeckomy Kenaanosy mpo-
cTpaHcTBy. Mcnosnb3oBanue ycpeHeHHON KOH(UIypaluy MpealoyTuTesbHee,
MMOCKOJIBKY TIO3BOJISIET MUHUMU3UPOBATh HAPYIIECHUSI, CBA3aHHbBIE C JUHEHHON
aInmmpoKCUMaITnew.

ITI — snurenernueckas Teopus sBomoruu (peanoxena M.A. [umkn-
ubiM, 1984, 1988, 2006, 2012).
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IIpenmeTHsblit yKka3aTenab

abanranus, 96, 134, 275

aGeppanwus, 128, 134, 135,177,178, 275, 281

aGopurennble coodmectsa, 166, 170, 181, 229

anmanranus, 24, 27, 46,67, 110, 183, 231, 236,
237, 242

amarnTrBHas HOpMma, 83, 96, 117, 120, 158§,
254, 296

amarntuBHas paguarus, 27, 184, 188, 191,
192, 206, 207, 292

Al TUBHBII MOM(DUKAIMOHHBII TOTEHIIN-
an (AMP), 12, 48, 136, 141, 143, 151,
157,158, 160, 166, 241, 275

asorenes, 189

AJTOTIATPUYECKUH BUjL, 275

aJJIOXpOHHas BbIOOPKa, 36, 46, 47, 50, 51, 54,
57,59, 99, 148, 149,171, 199

antmep, 100, 103-105, 107, 108, 134, 135,
275,277,282, 285,294, 313

aHTpomnorennsiit axrop, 10, 15, 21, 33, 34,
35, 37, 110, 128, 170, 187, 190, 222,
225,226, 227,228, 244,276, 314

Anrporortes, 10, 96, 276

apucrorenes, 169

aporenes, 184

apomopos, 23

acTepoH, 276

ayraiia (outline), 200, 276, 280, 285

ayrakonorud, 30-33, 311, 314

6uoreonenosorus, 22, 239, 253

6uonornueckuii mporpecc, 23, 168

6uomopda, 185-187, 210, 218

6uomopdorenes, 29

6uorun, 43, 88-92, 135, 276

6mororm, 18, 19, 32, 35, 36, 38, 42, 48, 51, 68,
73, 89, 136, 152, 176, 179, 180, 186,
191, 201, 207, 210, 217, 225, 229, 233,
235, 236, 276, 278, 286, 291, 314

6uorenos, 16, 19, 27, 30, 33, 67, 179-181,
220, 228, 229, 240, 242, 246, 276, 279,
285, 286, 291 293

6uonenorndecknii kpusuc, 2, 10, 11, 13, 16,
17,19, 20, 21, 37, 64, 98, 109, 170, 190,
221, 241, 243, 244, 251, 276

ourmior, 276, 284

BapuabesbHOCTh, 124, 277

Bapmartust, 76, 87, 99, 98, 99, 100, 106, 108,
119, 135, 152, 171, 199, 222, 275, 277—
279, 284, 289

BappupoBanue, 118, 231, 277

Buj-goMuHant, 32, 36, 52, 53, 54, 137, 156,
201

Bu-cyoomuHant, 36, 37, 54, 137, 201

BujtoBast moponuiia, 6, 126, 127, 157, 158,
163, 282

Bugoobpasosanue, 16, 24, 25-27, 29, 68,
101, 169, 170, 182—184, 188—190, 219,
220,237, 238, 288, 292

BHYTPUTPYIIIOBasI n3MeHunBocTh, 63, 100,
235,277,284,313

BHYTPUTPYTIIOBOe  MopdopaszHoobpasue,
20, 36, 37, 45, 52, 56, 57, 100, 133, 146,
150-152, 196, 197, 223, 233, 284

BHYTPUMHMBU/YAIbHAS  U3MEHYUBOCTD,
100, 102, 104, 105, 108, 121, 126, 277,
285, 289,291, 313

BO3pacTHasi UBMEHYUBOCTbH, 99, 277, 313

remer, 74, 81

reHeTnyecKoe pasnoobpasue, 203, 204

reqokonus, 179

renom, 21, 28, 51, 86, 87, 91, 93, 94, 101, 104,
116, 117, 120, 128, 178, 217, 218, 233,
245,277,281, 283, 290, 294, 295

rexotrutt, 25, 84, 86, 87, 106, 277, 290

reorpauyeckasi U3BMEHUYHBOCTD, 47, 51, 59,
60, 64, 242,312,313
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IPEJIMETHBIH YKA3ATEJID

reomerprueckas mopdomerpus, 2, 20, 36,
37,44, 46,52, 54,58,70,79, 87,99, 100,
105, 108, 109-111, 123, 130, 135, 138,
145, 146, 171, 192, 211, 212, 213, 216,
219,222,224, 231, 234— 236, 239-241,
243, 245, 250, 275, 276, 277, 279, 289,
291,295, 310

runiepobbem, 66, 67, 78, 114, 116, 118, 122,
123,127,133, 134, 278

TUTIEepPIPOCTpancTBo, 114, 282

rurepcdepa, 278

r06anbHbIii  OUOIEHOTUYECKUI  KPU3HUC
(I'BK), 10, 15, 21, 64, 98, 190, 221, 243

roMeocTaTuIecKue KoJiebaHusAreHeTnye-
CKOH CTPYKTYPHI, 237

roMoJiornueckasi usMeHunsocThb, 104, 105,
244,278

TOMOJIOTHYHAS JTAHAMAapKa, 54, 59, 161, 232,
234

romoJsiormuabie (ensr, 41, 108, 171, 175, 234,
244, 285

romosiorust, 100, 101, 104—106, 248, 278,
280, 285, 294

romortasug, 169, 175, 192, 203-207, 209,
210, 278

Ipuanenmmanckas numra, 110-112, 120, 278

netput, 192, 198

nuseprennns, 38-40, 42, 82, 93, 97, 108,
175, 183, 185, 206, 208, 216, 244, 248,
251,279, 292

nuknil i, 87, 278, 281

mddepeHInanTbHOe NepeKkpbIBaHue HUI, 78

nuddepennmanus, 24, 34, 46, 69, 73, 78,
183, 193, 196, 197, 202, 213, 277, 278,
310

mibdysHas koasosmonus, 16, 34, 128, 180,
218,219, 238, 279

austiecst Moaudukauu, 13, 21, 50

JnoMecTuripoBannbie Buzbl, 170, 181

€BKJINJIOBO pocTpancTso, 202, 277,279

ecrecTBeHHbI oTOODP, 15, 23, 24, 26, 28, 50,
70, 75, 83, 92, 93-97, 128, 152, 176—
178, 180, 181, 186, 217, 229, 246, 253,
254, 283, 286

JKU3HEHHbI 1K, 23, 88,91, 165, 249, 293

skusnennas popma, 27, 29, 185, 242

3akoH 3ajienckoro, 123

nanoaganTais, 23

U3MEHYUBOCTD, 6, 7, 12, 19, 20, 27, 28, 35,
36, 38—-42, 44—-47, 49-51, 55-66, 73,
75,76,78,79, 81, 88-85, 89, 90, 92, 95,
96, 98—101, 103—-105, 108, 109, 114,
116, 118, 119, 121-126, 128, 130, 131,
133-135, 137, 141, 143-149, 151-155,
161-164, 168, 172, 175, 179, 186, 188,
195, 201, 202—204, 214, 215, 221-224,
231- 235,238, 240-254, 277-280, 284,
285, 287, 289, 290, 291, 294, 310-315

uzometpusi, 279

nHBasuoOHHbIN Bua, 15, 48, 169, 221, 228,
239,279

nnBasus, 21, 34, 169, 170, 243, 276, 279

WHIEKC ONTUMAIbHOCTH Peayn30BaHHON
mopdonunm (RMO), 2, 12, 133, 134,
136, 137, 141, 144, 155

unTepdepentmontas (muddysHas) KOHKY-
pentust, 73,75, 166

MHTPA30HAIbHbIN 11eH03, 19, 48

nHTpoyKIng, 4648, 170, 181, 213, 228, 243

kananuzanuspassutus, 104, 180, 279, 294

KenpmammoBo mpoctpanctso, 277, 279, 286

KOaAITUBHBIN 1otennual, 35, 40, 223

KOHCeHcyc, 61, 62, 214, 280, 283

KO3BOJIIOIIMOHHBIN 1IoTexHnmant, 35, 40, 58, 223

xosBosonus, 12, 15, 16, 29, 33, 34, 54, 62,
64, 75,93, 128, 170, 180, 184, 218, 219,
230, 238, 241, 242, 279, 292

K03 GUIHMEHT TepeKPhIBAHUS MOPHOHUII
(MOC), 2, 4, 138, 156, 159, 164166,
kpeox, 91, 96, 97, 102, 104, 116, 117,
139, 140, 178, 179, 280, 288, 294

JnanaMapka, 44, 47, 54, 59, 124, 125, 145—
148, 154, 161, 193, 195, 196, 200, 203,
211, 214, 234, 277, 279, 280, 283, 285,
287, 289-291, 295

Makpodur, 192, 198

MAaKpO3BOJIIOIMOHHbBIE TPeobpazoBans, 68,
182, 188
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MakpoaBosonus, 7, 24, 68, 167, 168, 170,
175, 182185, 187-189, 218, 220, 237,
238, 247, 249, 251, 285, 292

MEKIPYIIIOBasi U3MEHYUBOCTH, 35, 38, 42,
46, 47, 49, 55, 100, 101, 108, 126, 143,
149, 161, 162, 174, 175, 222, 223, 280

MesoaBosonud, 167, 168,171, 175, 185, 188,
220

MepHUCTUYeCKUil TpusHak, 86, 280

mepoH, 103, 105, 106, 113, 176, 281, 288

meponomust, 243, 244, 281, 285

meramep, 100, 103, 104, 105, 121, 233, 275,
277,281,282, 285,294, 313

Mmetadenom, 87,92, 187, 281

metadenoru, 6, 12,79, 80, 87, 92, 249, 281

MexauuaMm auddepennmrarum vuti, 69, 73

mukpobuoror, 176

Mukpocpena, 176

Mukpoduiorenes, 170

MHUKpohuIoneHorexes, 48

MuKpoaBoJonus, 7, 15, 22, 26, 27, 29, 34,
167-170, 175, 178, 180, 181, 182, 183,
184, 185, 187, 188, 218, 219, 220, 237,
238,251, 252, 253, 278, 292, 293

MUKPO2BOJIIOIIMOHHAS TIepecTpolika, 42, 48,
51,93, 109, 176, 179, 187, 192, moxu-
dukanus, 6, 13, 16, 21, 28, 39, 50, 77,
88,93, 94-97, 115-117, 123, 126, 128,
144, 152, 176— 180, 182, 241, 278, 279,
281, 283, 285, 290, 292, 311, 312

MOJyJISIpHBIN opranusm, 55, 81, 100, 105,
121, 134, 136, 240, 245, 277, 281, 282

MoJieKyJisipHast renernka, 10, 11, 20, 21, 51,
91, 94, 98, 152, 185, 192, 202-204,
207-211, 217, 242, 247, 282, 290

mopdorenes, 6, 11, 12, 15, 20, 23, 26, 28, 29,
37,45,46-48, 51, 53, 54,57, 58,63, 81—
84, 87, 88, 90, 93, 94, 96, 98, 99, 101—
107, 109, 113, 115, 117, 120, 123, 126,
128, 130, 137, 139, 143, 144, 149, 150—
152,155 -161, 171, 176183, 186, 191,
202, 206, 210, 213, 217, 219-221, 224,
230, 234, 236, 237, 238, 241, 243, 244,
252,253,278, 279, 281

MoporeneTueckast mepectpoiika, 12, 13,
15 =17, 26, 34, 45, 46—48, 50, 52—54,
64, 93, 94, 109, 121, 128, 137, 152, 158,
159, 176, 179, 180, 181, 186, 187, 192,
197, 211-213, 216, 218-220, 230, 231,
235,239, 241, 281288, 293, 294

Moporenerueckast peaxiusi, 2, 20, 34, 36,
39, 40, 43, 45, 48, 51, 52, 54-38, 62,
88,91, 96, 110, 126, 129, 135, 144, 155,
182, 222— 225, 233236, 240, 241, 276,
281,292

Mopdorenernyeckass Tpaekropus, 81, 82,
83, 102, 112, 115-117, 123, 128, 129,
137, 140, 146, 180, 186, 213, 217, 244,
279-281

mopdos, 81, 83, 97, 117, 128, 134, 140, 143,
144,177,217, 218, 281, 283

Mopdosiornyeckoe KapTupoBamue durore-
uun, 192, 203, 204, 206—-209, 282

Mopdosorndeckoe pasroobpasue (Mopho-
pasnoobpasue), 20, 36, 37, 40, 45, 52,
58, 78, 79, 83, 88, 100, 113-115, 127,
133, 146, 150-152, 192, 193, 196, 197,
202-204, 215, 222, 224, 232235, 238,
243,245, 248, 250, 282, 286, 310

Mopdosorudeckas ausepcudukaus, 199,
201,207,208, 210, 215-218, 248

mopoJiornueckas cerperarus, 196, 201

mopdomerpus, 35, 70, 119, 244, 278, 282,
291

Mopdonuia, 2, 6, 7, 11-13, 20, 60, 65, 77,
79, 80, 83, 90, 92, 96-98, 109116,
118123, 126139, 141145, 148, 149,
151-159, 161, 163-166, 180, 182, 183,
187, 188, 196, 201, 208, 218, 220, 221,
222, 224, 235, 239, 240, 241, 282, 288,
290,315

mMopdocTpykTypa, 2, 42, 70, 75, 89, 98, 99,
103-108, 113, 116, 118, 119, 123, 128,
171, 175, 176, 178, 231, 240, 278, 279,
282, 283, 285, 288—-290, 294, 311, 313

MopdorpocTpancTBo, 2, 12, 20, 36, 44, 60,
79, 82, 83, 87, 91, 108—111, 113, 114,
118, 119, 122, 123, 126, 128—-137, 139,
140-142, 144, 145, 149, 150, 155, 163,
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165, 166, 195—-197, 199-201, 203, 204,
206, 208, 215, 219, 222, 224, 232, 235,
236, 240, 241, 250, 275, 282, 284, 287,
289, 290, 294

mopdorun, 106, 148, 193, 206, 210, 211—
219, 222,247,282, 289

MophodGHU3NOIOrnYecKue HHANKATOPbI, 75,
113, 245, 285,

Mopdodusnosornyeckue nepecTpoiiku, 16

MOPGOIEHOTUYECKUIT MOHUTOPUHT, 222, 240

My3eoMuKa, 11

myranus, 87, 101, 152, 169, 178, 179, 283,
284, 311

HampasyieHHast acummerpust, 108, 283, 289,
313

Hacaenosanue, 12, 15, 21, 28, 29, 34, 51, 79,
90, 115, 180, 186, 192, 220, 238, 283

HacJeACTBeHHOCTD, 15, 28,101,212, 283

HeusOuMpareabHas sauMuHanust, 36, 52, 315

Hemerpudeckue TpusHaky, 35, 40, 41, 134,
135,171,173, 174,176, 234, 236, 243, 283

Heofapsunusm, 21, 24—-26, 98, 288

Heostamapkusm, 12, 25,98

numa, 2, 12, 18, 65-67,75, 77,80, 111, 113—
115, 118, 120, 121, 186, 198, 199, 201,
206, 208, 219, 246, 290, 293

HoMmoreHes, 98, 216

nopma peakrn (NoR), 81, 120, 182, 279, 283

060061eHHOe  paccTosiHre  Maxamanobuca,
42,56, 138, 146, 164

obparnble cBsA3H, 34, 92, 187, 188, 237,275

oObeM BbIYKI0M 06ostoukn (convex hull
volume), 114, 130—133, 141, 255, 257,
284

ob6bem MopdompocrparcTsa, 36, 130-132,
136,137, 142, 145, 155, 224, 241, 278

OHTOTeHeTHYecKasi Tpaektopus, 81, 84,
177-179, 248, 279, 284, 286

onTuUMasbHbIil (henorur, 28, 93-97, 133—
135, 240, 253

opauHanus, 41, 60, 66, 86, 99, 114, 125, 130,
138, 139, 198, 200, 214-216, 276, 277,
284, 289

oprorenes, 189

oTHOcHTeNbHBIE echopmarun, 146, 148, 149,
284

OTIEHKW TepeKpeiBaHusa Huml, 72, 76, 114,
118, 156, 159, 164, 166, 239, 245

napagokc XaT4nHCOHa, 75

nepectpoiiku mopdorenesa, 13, 15, 26, 45, 48,
50, 54, 93, 128, 137, 152, 159, 179, 180,
181, 186, 187,197,212, 219, 231, 281

nosmuron A.C. Cepebposckoro, 284

MTOJIMTOH U3MEHYNBOCTH, 44, 45, 56, 60, 114,
215,284

nosmmopduam, 90, 103, 175, 248, 284, 312

nosmdennsm, 103, 284, 312

mmoJiymerka, 285

MOy ISIIINOHHAst MepoHoMust, 243, 244, 285,

MOMYJIIIINONHHAST CUHAKOJ0THsT, 3235, 223,
239, 286

noryJisiiinoHHas skoMopdoutorus, 285

MO JISTIIUOHHBST 4y TCUHAKOJIOT S, 33

notyJsiiiuornas axodiorust, 20, 27, 30, 32,
33,40, 42,166, 239, 310

MOy JISIIIUOHHO-TIEHOTUIECKU T
punr, 12, 40, 51, 222, 232, 285

nomnyJsimonHass Mopdonna, 122,
127,282

TOTYJIATIIMOHHBIN oHTOTeHe3, 79, 80, 81, 84,
87,91,92,179, 180, 286

nomysanus, 12, 16, 19, 22, 24, 26, 30-34, 37,
39, 42-48, 53, 58-63, 67, 68, 77-85,
87— 92, 94-98, 100, 102, 105, 107,
108, 112, 114-120, 122, 124128, 131,
134-138, 145-153, 160, 161, 165—-168,
170, 176, 178-183, 185-190, 217,
220-222, 225, 227, 228, 231, 232, 237,
238, 242-244, 250-252, 277-279, 281,
282, 284286, 288—294, 310, 314

rnoTeHInaabHag nuia, 67, 122, 123, 127

MIPaBUJIO apucTorene3a, 169

npeamarnraius, 183, 187,219

rnpusHakoBas akoJiorus, 2, 11, 78,79, 239

npuaImn komrneHcarnun F0.U. Yeprosa, 34,
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06 aBTOpE

Bacumvee Anexceir Iennaovesuu — p.0.H., npod.,
3aB. J1a0. 3BOMOIMOHHON axoorun NIPuXK YpO
PAH, r. Ekarepun6Oypr (vag@ipae.uran.ru). Okon-
st B 1974 1. Guosorndeckuii hakyiabreT Ypaiib-
CKOTO TOCYJIAPCTBEHHOTO yHUBepcuTeTa uM. A.M.
Topbroro (B Hactosiiee Bpemst YpDY). C 1974 1.
paGoraer B MHCTUTYTE 9KONOTMU PACTEHUH U
xkuBoTHBIX YpO PAH. B 1981 r. 3amurmn kanau-
¢ f | JATCKYTO0 ruccepTanuio « OTbIT 9K0JI0T0-MopPhOoI0-
j i / M TUYECKOTO aHam3a AuddepeHnaniy oy s
s C Ppa3HOl CTeNeHbi0 MPOCTPAHCTBEHHON W30JisI-
iy, a B 1996 1. — moxTopekyto muccepraimio «Denernuecknii ananns 6mo-
pasHoOOpasust Ha MOMYJSIIIHOHHOM YPOBHE» TI0 CHEIUAJTbHOCTA 3KOJOTHSL,
C 1997 r. paboray B ZOJKHOCTH BEAYILETO0 HAYYHOrO COTPYyHKMKA, a B 1998—
1999 1. — u.0. 3am. gupekropa MIPuK ¥pO PAH. C 2000 r. saBexyer jabo-
patopueil 9BOOIMOHHON sKoorun. ABTOp Gosiee 270 HayUHBIX TTyOIUKAIIHiA,
B TOM umcJe 12 monorpaduii.

Jlaypeat nmpemun um. A.H. CesepioBa [Ipesumuyma PAH (1999 1.) 3a ce-
puio paGoT MO HBOJIOMUOHHON ¥ TIOMYJISIIMOHHON MOP(OTIOTUU MJIEKOITHUTAIO-
mux (coBmectro ¢ akan. PAH B.H. Bosibmakossim 1 1.6.H. VI.A. Bacuibesoit).
Jlaypeat nipemun donzia nojanepskku vayku um. akaja. B.E. Cokososa (2008 r.).
Jlaypeat npemun um. akaz. C.C. [lIsapra ¥YpO PAH (2008 r.).

Obracmop Hayunblx unmMepPecos: BOMIONUOHHAS IKOJOTUS, CUHIKOJIOTHSI,
MOITYJISIIINOHHAST 9KOJIOT s, (heHeTHKa, (DeHOTeHEeTNKA, SMUTEHETUKA, TIOMYJISIN-
oHHast MOP(hOJIOTHS, GHOTIOTHST PA3BUTHS, BHY TPUBUIOBAST CUCTEMATHKA, H3MEH-
YHBOCTH, OMOpazHOOOpasye, MOPMOIOrHIECKoe PasHOOOpasue, reoMeTprYecKast
MophomeTpus, heHOoTeHeTHIeCKIIT MOHUTOPWHT.
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IIpunoxenue
HN3MeHYnBOCTD, €€ HCTOYHUKH, THITbI, (JOPMBbI H POSIBIEHUSI

N3MeHYNBOCTD KaK BasKHbBIN JIJISI TIOHUMAHUST 9BOJIIOIIMOHHBIX MTPOIIECCOB
(heHoMeH omHUMN W3 TIEPBBIX OTeHUTN 1 Mcnosb3oBaau sK.-B. ne Jlamapk n
Y. Hapsun. B Poccun nocse pador H.M. Basunosa (1922; nur. no Basuios,
1965), 10.A. @Oumunuenko (1923; nut. o Ouaunyenko, 1978), a 3arem H.H.
Kpenke (1933-1935) u .. IlImanbraysena (1938, 1941a, 6) HONBITKY CO31aTh
0011y10 panroOHaAJbHYIO CHCTEMY HAIIPaBJICHUH M3MEHYMBOCTH CJIEJIAl YJI.-KOPP.
PAH, npodeccop A. B. S650k08B (1966), IpeioRKUBITII TTOAPA3AETUTH U3MEH-
YMBOCTb Ha TUIIBI, (POPMBI 1 IIPosiBIeHus. [laHHas cucTeMa 4acTUYHO ObLIa 010
HeHa apyrumu uccaeposatessamu ([sapi, 1968, 1973; Mawmaes, 1972; Actaypos,
1974; Tumodeen-Pecosckuii u ap., 1973, 1977; Ilaasep, 1976; Hosoxxenos, 1980,
Memnukos, 1981; Muna, 1986; Yepemnanos, 1986; I'mresa, 1990; Maromeamupsa-
eB, 1990; CrpyHuukos, Bermitckuii, 1991). 3a pyGeskom 060011eHNs, CBA3aHHbIE
¢ po6JIeMOil HUBMEHUMBOCTH, TAKKE TPEACTABUIN MHOTHE HCCIE0BATE M, YaCTh
myOIMKaIMii KOTOPhIX OblIa IepeBeieHa Ha Pycckuii s3bik (Yomuuurron, 1947,
1964; Cummcon, 1948; Dobzhansky, 1954, 1970; Griineberg, 1963; Berry, 1963;
Van Valen, 1965; Selander, 1966; Maiip, 1968, 1971; Alberch, 1980; Aiisia, 1984;
Cyue, 1984; Pigliucci, 2001; West-Eberhard, 2003; Minelli, 2015 u ap.).

[TockosbKy B 1ocjie/iHue rojibl IPOU30IILIA CMeHa dBOJIIOIIUMOHHOM, TeHeTH-
YECKOI U 9KOJIOTMYECKON TTapaiurm, s IIPUINE/T K HOBbIM BEPCHUSIM OTIPe/IeIeH I
MOHSATUS MU3MEHYMBOCTD, HACJEACTBEHHOCTD, MYTAIWs, MOAU(MUKAIUS U JIp.,
KOTOpBbIE HECKOJIBKO OTJIUYAIOTCS OT MPENTOKeHHbIX paHee MHON (Bacuibes,
2005) u ApyTUME YITOMSTHY TBIME UCCJIEIOBATEISIM.

Hogbie nipencraBiienusi O3BOJISIIOT PACHIUPUTD KPYT MOHSITUH, CBSI3aHHbBIX
€ TEPMUHOM U3MEHYNBOCTh. PasBuBas 001IyI0 CXeMy IIpeCTaBIeHuii 00 U3MeH-
YHBOCTH, IpeIokeHnyio paree A.B. SI61okoBbiM (1966) 1 yKasaHHBIMU BbIIIe
aBTOPaMH, 5T TIPEJIJIATalo MOIPA3EUTh KOMIIJIEKC ATUX TIpecTaBaeHIui. MOXHO
KJacCU(DUIIUPOBATH UX TI0 CJEAYIONIUM aclieKTaM: TPUpojie (TIPOUCXOMKIEHHIO),
MIPOSIBJIEHUSIM, 9BOJIIOIIMOHHOMY 3((HEKTY, PACIIONOKEHNIO0 MOP(DOCTPYKTYP, He-
papxun 6GUOCUCTEM, TPOJOJIKUTEIBHOCTH (BO BpEMEHH ), PACIIOJIOKEHUIO (B IIPO-
CTPAHCTBE), pEaKIINU Ha ay TOKOJIOTHYECKIE (DaKTOPbI, PeaKIii Ha GHOTHYECKIE
bakTopsr, peakiuu Ha coyetanus pakropos. [lomaras, yro ara Kinaccudukanms
BO MHOTOM HECOBEpIIEHHA U UHOTAA COAEPKUT CUHOHUMUYHBIE 1yOIMPOBAHMSI
GJIMBKUX 10 CMBICJIY ACIIEKTOB U3MEHUYMBOCTH, S BCE JK€ IIPUHSLI PEIleHUe MIPU-
BECTH BCE TEPMUHOJOTUYECKUE BapuaHThl. Hazeioch, 4To OHM MOTYT accorma-
TUBHO IIOMOYb YUTATENSIM B BBIOOPE COOCTBEHHBIX TEPMUHOB M HAIIPABJIEHUN
UCCIeIOBAHNMN, B TOM YHCJIE B PyCJie 9BOTIOIMOHHON 3KOJIOTHH.
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WN3menyuBOCTD 110 CBOEH NpUpoe

. Coryvaitnas = Heornpe/esieHHas
. Onpeniesiennas

. Moaudukarmonnas

. MyTammonnas

. OTMHATeHeTHIeCKast

. Tenernueckas

. lTenoTunmyeckas

. Comarnyeckast

9. Peammsarnuonnas

10. denoTunmyeckast (BHyTPU- U MEXK-
deHoTuIMUECKasT)

11. Tennas

12. XpomocomHast

13. TpanckpuntomHas

14. MonexynsipHas

CO O Ul W —

15. TTosmmopduyeckast (OTMMOPMOI3M)
16. Ilomdennueckas (nonudennsm)
17. TpaH3UTUBHBIN MTOTUMOPDOUIM
18. AbepparusHas (abeppaHTHast)

19. [lesnanTtnas (dhenomeBuanTHA )
20. Teparorennas

21. PekoMOuHanmonuast

22. TubpugoreHtas

23. ubpuorenHast

24. Ctpeccorennas (=cTpecc-
WHyIIUTPOBAHHAS )

25. Mopdorenernaeckast

26. Oenorenernyeckas

27. HacnenctBennast

28. HenacJiegcrBennast

HN3meHunBOCTH MO NMPOSABJICHUAM

29. AnbrepHaTUBHAS
30. /luckpernas

31. HenpepoiBHast

32. KBasunenpepoIBHAS
33. MepucTtuyeckast

34. KommuectBennas
35. KauecrBennas

36. Mopdomnornueckas

37. CtpykTypHas

38. DyHKIMOHATbHAS

39. CTpyKTYpHO-(PYHKIIMOHATbHAS
40. IToporosas

41. @enomuast

42. Mopdodusnosmormieckas

43. dusnosornyeckas

44. dronorndeckas

H3MeHYMBOCTH 1O IBOTIONHOHHOMY 3D deKrTy

45. AjantuBHast

46. HeagantuBHasg (MHAgaNTUBHAS =
abanTHBHAS)

47. llpeagantuBHast

48. DBOMBAOUIHLHOCTD (OTITUMATHHOE
JUIST TOTEHITMAJIbHBIX dBOJIIOIIMOHHBIX
n3MeHeHUi COOTHOIIEHe XPOHOTPa-

duyeckoii u reorpadpuyeckoii popm u3-
MEHUYUBOCTN)

49. BepcaTunbHocTh — (BepcaTUIbHAS
— B JII0OOM HalpaBIeHNN )

50. [MapanenbHas

51. Cenexrorernast

52. KoasostionmonHast
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KIACCUDOUKAIINA UBMEHYUBOCTU

53. OcTpoBHast — ailJieH[OTeHHas 56. dBomonuonHas (y pasHbIx 6MOMOPQ
54. Hampagrernnasi (HOMOTeHETHYECKAs]) U HABUIOBBIX TAKCOHOB, o B.B. Yepe-
55. HenampasiieHHast (xaoTnyeckas) nanoBy, 1986).

13MeHYHBOCTD 110 PacnosoxkeHuio MophoCcTpyKTyp

57. Tomosornyeckast 65. lereporonmueckast

58. MeramepHast 66. DyKTyUpyIonas aCHMMETPHUsT
59. AutumepHas 67. HampaBennas acuMMeTprs
60. AHTMEpHO-MeTaMepHast 68. AHTHCUMMETpUST

61. Pamnanbnas 69. CummeTpusa

62. TomoHomHast 70. TuccummeTpust

63. [ereponommnas 71. lucantucuMMeTprs

64. TetepoxponmyecKas

M3MeHYMBOCTD B HEPAPXUH OHOCHCTEM

72. Buytpurpymnmnosas 77. Mexnomnyaarontas
73. MexrpymmoBas 78. BuytpusujoBas

74. BayTpumHINBU Iy aJIbHAS 79. MexBunoBas

75. MexxuHIMBUAyaTbHas 80. Bayrpurienornueckast
76. BuytpunomyisionHas 81. Mexienoruueckas

HN3meHunBOCTD B MMPOCTPAHCTBE

82. IIpocTpancTBenHast 86. Teorpacduueckas
83. buoronuyeckas 87. lllupornas

84. JlanmmadrHas 88. [losroTHas

85. BoicoTHast (abTUTyAHAS = 9JI€Ba- 89. Kiunanbnas
IIMOHHAST)

N3meHYnBOCTH BO BpeMEHHU

90. Bpemennas 92. OnToreneTnyeckast
91. BospacTtHas 93. BayTpureneparmontast
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94. MexrenepalnoHHast
95. BayTpucesonnas
96. Meskcesonnas

97. Xponorpaduueckas

98. MesxroioBas
99. /lexannast
100. BexoBag

13MeHYHBOCTD 10 PeaKIMU Ha AyTOKOJIOTHYECKHE (DaKTOPbI

101. MakropuanbHas

102. AaTpororernas

103. Texnorennas

104. KnaumaTtorennas

105. Dxorunmnueckas

106. I[TocTpagmarmonnas (paguanoH-
Hast)

107. Xemorennas

108. IMuporennas

109. Anemorennas (o7 BIUSHUEM BeTpa)
110. Apunorennas

111. [lcuxporennas (ryMuzioreHHas )
112. Turpomopduas

113. Xnanorennas

114. Tepmorennas

115. TepmorimoxkoBast

116. [luetorennas

117. CrapBanuonHnas

HV3ameHYHBOCTD 1O p€axKknyn Ha OuoTHYECKHUE Cl)aKTOpI)I

118. Buyrpunososas (y ocobeii 0iHOTO
moJra)

119. Mesxnomnoast (y ocobeil pasHbIX
TIOJIOB)

120. NaTepakonnast (MI3MEHYNBOCTH
BHYTPH CTPYKTYPHO-(GYHKIIMOHAIBHOM
TPYIIIIBI TOIYJISIIIUU OTIPe/IeJIEHHOTO
1oJ1a, Bo3pacta (1 MOPQbI), BBITOJIHSIIO-
1I€el CXO/IHbIE TIOYJISIIIMOHHbIE U TI€HO-
THyeckre GyHKINN )

121. UnTpaskonnas (M3MEHINBOCTD
MEKIY CTPYKTYPHO-(GYHKIMOHATBHBI-
MU IPYIIIAMU [TOIYJISIIIAHN, BBITOTHSIIO-
IIIITMY Pa3HBIE MOMYISAINOHHBIC

U 1ieHoTuYeckre (hyHKITN )

122. Intepmopdudeckas (1 faHHON
MOpP®dbBI)

123. NaTtpamopdudeckas (MeKIy pas-
HBIMU MOPhamMM )

124. Bayrpubuorunudeckast (Mex1y
(heroMamu 0HOrO GUOTHIIA)

125. Mesx6uorunuueckast (Mexy de-
HOMaMU Pa3HbIX OUOTHUIIOB)

126. @anmanpras (B manamadre da-
UK — MUHUMaJIbHbIE OUOTOIIBI IS 1ie-
HO30B PACTEHWI U MaJIOTIO[BUKHBIX
(= oceIbIX) JKUBOTHBIX, T.€. 9TO TOXKe
6uroTonUyecKast, Ho MUKPOOHOTOITHYe-
CKasi U3MEHYMBOCTH ).

127. Mexdammanpaas

128. Jlemorpacdrueckas (cBsi3anHast

¢ $hazoii AMHAMUKYA YUCJIEHHOCTH

U TJIOTHOCTHO3ABUCUMAs — JICHCUTO-
TeHHast )

129. Takcornenornyeckas (= BHyTpH-
TAKCOIIEHOTUYECKas = MeKIy MOpdhO-
HUIIAMU TIEHOTIOYJISIINNA — YJIEHOB
TAKCOICHA)
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KIACCUDOUKAIINA UBMEHYUBOCTU

130. MexxTakcorieHoTHYeCKasT (MEKIY
MOpP(hOHUIIAMU TaKCOIIEHOB)

131. Bayrpurnienorndyeckast (MexKIy
MOpGOHUIIIAMU TIEHOTOTYJISITUH B CO-
ob1ecTBe)

132. Mesxiienornyeckast (MeKIy MOp-
dhoumIImaMn coobIIECTR)

133. Cykiieccnonnas (Ha pa3HbIX 3Ta-
Tax CyKI[eCCHH )

134. llenonemorpacdudeckas (B OTBET
Ha U3MeHeHue TJIOTHOCTU IPU OIpe-
JIeJIEHHOM BUIOBOM COCTaBe coo0TIe-
CcTBA)

135. TocTaumuHaIoHHas (TocJIe
Hens3OUpPaTebHON IMMUHAIIUY HA CBO-
GOJIHON TEPPUTOPHI)

136. ndecrarmonnas (BbI3BaHHAS BJI-
STHUEM TIaPA3UTOB Ha MPOIIECC PA3BUTHS )
137. IloctunBasnonHast (peaxiust

y abOpUTEHOB Ha NHBalIepa)

138. nTponykimonnas (y caMmoro
MHTPOyIIeHTAa = NHBalizepa)

139. Panroporennas (y KepTBbI Ha
XUITHUKA)

140. BuktumorenHnas (y XUITHUKA Ha

JKEPTBY)

H3MeHUMBOCTD 110 KOMOMHAIMAM BO3/eiicTRyIONMX (hakTOpoB

141. Xpono-6uorornuyeckas

142. Xponoreorpaduueckas

143. XpoHotieHoTHYECKasT = 1IEHOXPOHO-
rpacdnyeckas

144. XpoHoTtaxcoiieHoTHuecKast (MexK1Y
MOpPhOHHUTIIAMH 1IEHOTOY AN — dJIe-
HOB TaKCOIl€HAa BO BPEMEHN )

145. Ilenoreorpacduyeckast

146. Ilenoxponorpacduyeckas (Bo Bpe-
MEHHU C yY4ETOM COCTaBa 1[€H032)

147. enoansrutygHas (IleHOTHYECKAS
BBICOTHO-TIOSICHAS)

148. XponorexHorennas (BO BpeMeHU:
TTOJTO’KNUTETbHAS, OTPUIIATETbHAS )

149. JlanpmadTHo-1IeHOTHYeCcKast

(B pas3ubIX JanamadTax B 3aBUCIMOCTH
OT TIOJTHOTBI COCTaBa II€HO03a)

150. @unonenornyeckast (110 CTPyKTY-
pe huIIoTeHeTHYEeCKOTO IepeBa BHYTPHU
COOBIIECTB € PA3HBIM X COCTABOM )

BeposTHO, MOXKHO ITPOZOJIKUTD TIepedeHb (DOPM 1 aCIIEKTOB U3BMEHYMBOCTH

WM COKPATHUTh YaCTh IIPUBEACHHBIX HAIIpaBJeHUi. 3agada 9TOro HeGOIbIIOro
(bparMenTa KHUTH 3aK/II0Ya/IaCh B PACIIMPEHUH [IPEACTaBICHUN 06 M3MEHYMBO-
CTHU, CHATHUS TPAAUIIMOHHBIX OapbepoB U «Taby», 00YCAOBIEHHBIX TOJKOBAHIEM
M3MEHYMBOCTH, B TOM 4YucJie B TeHoreHTpudecknx pamkax CT3. Urto momryun-
JIOCh B pe3yJibTaTe MOEH TIOMbITKA CO3/[aHNs PACITUPEHHONW BEPCUU OCHOBHBIX
HampaBJIeHH U3MEHYNBOCTH, JOJKEH OTIEHUTh caM uynTaTesh. [losHorenHoe nx
UBJIOKEHIE, BOBMOKHO, MOTpebyeT OTAeIbHON KHUTH. Bl MOsKeTe ¢ HuMu 10
YACTHYHO COIVIACUTBCSI, JTMOO HE COTJIACUTHCSI, & MOKET OBITh IPUHSITh 32 OCHOBY
U JIOTIOJTHUTH WU UCTIPABUTH MPETIOKEHHYIO BEPCUIO CAMOCTOSITENBHO.

Yiaun Bam u Kperkoro 3710poBbsi!

315



Ona 3ameToK



Ona 3ameToK



Ona 3ameToK



Ona 3ameToK



Pexomenoosarno k uzoanuro Yuenvim cosemom
@I'BYH Uncmumym sxonocuu pacmenuti u JHCU8OMHbBIX
YpO PAH (2. Examepunoype)

Hayunoe uzoanue

BACUJIBEB Anekceii [ ennannreBuy
Konnenuus Mop(oHMIIN ¥ 3BOTIOLHOHHAS IKOJIOTHS.
Mocksa: ToBapuiectso Hayunbix nzganuii KMK. 2021. 315 c.
npu yuacmuu U1 Muxaiinosa K.I'.

Peoaxmop K.W. Yiakosa
Komnviomepnas eepcmka: V.b. T'onoauén
Pucynxu: A.T. Bacunben

s 3asok: 123100, MockBa, a/s 16, M3nareasctBo KMK
anekTpoHHBIH aapec mikhailov2000@gmail.com
http://avtor-kmk.ru

Ioamucano B nevats 15.04.2021. dopmat 60x90/16. O6bEM 20 med..
Bymara odcern. Tupax 500 3x3. 3akaz Ne 2792

Ortneuareno B AO "Ilepsas O6pasuosas Tunorpagus”
Oumnan "YexoBCKumil HeYaTHBII ABOP"
142300, MockoBckast 0671acTb, I. Yexos, yi. [Tomrpaducros, x. 1
Cartt: www.chpd.ru, E-mail: sales@chpd.ru, ten. 8(499)270-73-59



B KHUTe paccMOTpeHbl OCHOBHble Hampas-
NEHWs COBPEMEHHOI 3BOJIOLMOHHON 3KO-
NOTUM U MPefnoXeHa  3BOMIOLMOHHO-
3KOJIOTMYEeCKass KOHUenuus MopdoHUWK
(morphoniche) kak 4acTu MHoromepHoi
3KOJIOTMYECKONM HUILIM, XapaKTepusylowas
npegenbl (QeHOTUNMYECKON MNACTUYHOCTM
0cobei, LieHononysALMin 1 coobLecTs (Tak-
coLeHoB) B 06LemM MOpthonNpoCTpaHCTBe.
(GeHOM NpeAcTaBAeH KaK MepBUYHas 3Ko-
noruyeckas U WHAMBUAyanbHas Mopdo-
fiorMyeckas Huwa ocobu, ee pecypcHas
OvHaMuyeckas obonoyka, obecrneyuBaio-
(as aBTOHOMHOCT, LIeJIOCTHOCTb U YCTOiA-
4MBOCTb MOPGOCTPYKTYP, O6MEH BelecTs
KaK BHYTPU Hee, TaK 1 C OKpyaloliei cpe-
poit. ®eHoMm 0COOM — MyILTUGYHKLUO-
HasbHbI MUCTOPUYECKN (OPMUPYIOLMTACS
«OUOUHCTPYMEHTY, BLINOAHAIOWMIA B NONYAALMK U cO0blecTBe Heobxoau-
Mble 3KOJOrMyeckne hyHKLUM mMaBHbIM 06pas3om Tpohuyeckne, penpoayK-
TUBHbIE, U CpefoobpasyioLime.

l[eomeTpuyeckas MOphOMETPUS NMO3BONSET COOTHECTU MOPGOHMLIN 0COBe,
3KOHOB, LIEHOMONYMALMA U TaKCOLEHOB B MOP(ONPOCTPAHCTBE, OLEHWUTH
UX COMPSKEHHbIE MOP(OreHeTUYECKUE PeaKLUnn Ha N3MEHEHUS ayT- U CU-
H3KOJIOrMYecKnx akTopos. MpeanoxeHbl HoBble METOAbI MOMYIALMOHHO-
LLeHOTUYECKOrO MOHUTOPUHIA A/ OLEHKM 03KMAAEMbIX PErMoHaNbHbIX 610-
LeHOTUYeCKUX Kpu3ucoB. MMpepcTaBieHbl NpUMepbl OLEHKU COOTHOLIEHUS
00bEMOB WMHAMBUAYANbHbIX, MOMYNALMOHHBIX, BUAOBbIX U LEHOTUYECKUX
MopdoHHULY B 06LLeM MOphONpOCTpaHCTBE. PacCMOTPEH BO3MOMKHBIKA 3Mu-
TEHETUYECKNI T MEXaHM3M BbICTPOrO cMMMATPUYeckoro Gopmoo6pazoBaHms
W CTAaHOB/IEHUS TaKCOLEHa.

KHura npefcTaBnser MHTEpEC A41s 3KOJOroB, 3BOMNOLMOHUCTOB, MOPdOIO-
roB, NpernojaBaresei, acnMpaHToB, CTYLEHTOB U MarMCTpaHTOB 6uonornye-
CKUX (haKyNbTETOB YHUBEPCUTETOB, A TAKIKE WMPOKOTO Kpyra YyuTaTtenen, ans
KOTOPbIX BAXHbl MPO6IEMbI ObICTPOMN 3BOMIOLMM BUOTUYECKUX COOBLLECTB U
pa3paboTka METo0B 61ONOTUYECKOrO MOHUTOPUHTA.




