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IIPEJJUCJIOBUE

OTOT COOPHUK COAEPIKUT CTAThH, HAITUCAHHBIC 10 UTOraM KoHdpepermnu «Mopdo-
TC€HE3 B UHAUBUAYAJIbHOM U UCTOPHUYCCKOM PA3BUTUN. CUMMCTPUA U aCUMMETPUA», KO-
Topas npouuia B [laneontonornueckom HHCTUTYTE UM. A.A. bopucsaka PAH B 2012 .
1 OblJ1a OpraHn3oBaHa COBMeCTHO ¢ MHcTHTyTOM Ononoruu passutus nm. H.K. Komsio-
Ba PAH. Kondepennns 3aqympIBazach Kak KOHKPETH3AIUS OHON U3 HanOoIIee BayKHBIX
U MHTEPECHBIX MPOOJIEeM COBPEMEHHON CPaBHUTEIBHONH MOP(OJIOruH, OUOIOTHH pa3BH-
THS ¥ TTAJIEOHTOJIOTHH B paMKax 3allJIAHMPOBAaHHON cepuu KoH(epeHuuit «Mopdorenes
B MHJIMBHU/1yaJIbHOM M HICTOPHUYECKOM pa3BUTHNY. [lepBast koH]epeHust Obliia mocBsiiie-
Ha pa3HOOOpa3HBIM OOIIMM W YaCTHBIM IMpobieMaM MopQoreHe3a B HHIWBHIYaJIbHOM
U ¥ctopryeckoM pazBuTuu. OHa 1oka3ana OoJIbIIONH HHTEPEeC OHMOJIOrOB CaMbIX Pa3HbIX
HaIpaBJICHUH K 9TOI mpobiieme. Ycerex repBoi KOH(EpeHIINH 1T03BOJINII 3aIlJIAHUPOBATh
CEepHIO KOH(EPEHIIMH MO/ TAKOH MIATIKOH, HOCBSAIMIEHHBIX PA3JINYHBIM acrieKTaM Mopgo-
TeHe3a U c(OPMYITHPOBATH OCHOBHYIO IIETb IPOBEACHUS STUX KOH(PEPSHIIHA. JTa e,
10 MHEHHIO MHOTMX YYaCTHHKOB KOH(EPEHIIUH, 3aKITF0YaETCsl B 00beTUHEHHH UCCIIEN0-
BaHUI MOP(OJIOTOB, N1aJIEOHTOIOTOB, SMOPHOJIOr0B, OMOJIOTOB Pa3BUTH S, MOJICKYJISIPHBIX
OMOJIOrOB ¥ TEHETHKOB B M3YUYEHHH Iy TEH 1 MEXaHU3MOB CTAHOBJIEHUS (DOPMBI OpraHu3-
MOB B OHTOT€HE3€ M MX M3MEHEHHH B (hrtoreHese. DTo HammpaBieHne OypHO pa3BHBaeT-
Csl BO BCEM MHpE I0J] UMEHEM 3BOIOIMOHHOM Onosnoruu pa3sutus (EvoDevo). 3anaueit
MIPOBEICHUS CepUU KOH(pEepeHIni 1moa oomumM Ha3zBaHueM «MopdoreHes B HHANBUIY-
AJIBHOM U HCTOPUYECKOM Pa3BUTHI» SBISICTCS OPraHU3alMsl AUCKYCCHOHHOM TUIOMIAIKN
JUIst oOMeHa WH(pOpPMaIne B 3TOI 00JacTH MEXTy OHOIOTraMH pa3HBIX HalpaBICHUH,
MMPUBJICYCHUEC HOBBIX CIICIIUAJIMCTOB K 9TOM TEMaTHKE U rnepejaya ornbiTa CTAapuIero mo-
KOJICHUSI MOJIOABIM y4eHbIM. [lociieTHui My HKT 0COOEHHO BaskeH, TaK KaK OCHOBBI COBpE-
MEHHOH OMOJIOTMH Pa3BUTHUS OBLIN 3aJI0’KEHBI B IIEPBBIE IECATHIICTHS X X B. TPYAaMH BbI-
narouiuxcs poceniickux yuensix — H.K. Konbuosa, .M. HImaneraysena, J1.I1. ®unarosa
u M.M. 3aBanoBckoro. bonee Toro, HECMOTpsl HA OTHOCHTENILHO HEJaBHEE BBIJEICHUE
9BOJIIOLMOHHON OWOJIOTMH Pa3BUTHSI B CaMOCTOSITENIFHOE HAIpPaBJICHHE COBPEMEHHOW
Onosoruy, OHa MMEEeT JUIMTEJIBHYIO HMPEALISCTBYIOIYI0 MCTOPHIO, Ha4aJbHBIC 3TaIlbl
KoTopoii B Poccun cBszana ¢ mmenamu .M. Meunukosa, A.O. KoBanesckoro, A.H. Ce-
Beprosa, M.U. [lImansraysena. Tpyabl 9THX POCCHHCKUX HCCIENOBATENICH MOTYT ObITh
OCHOBOI1 /17151 60JIee IIMPOKOr0 U HECTaHIAPTHOT'O MOAX0/1a K Tpo0IeMaM IBOIOLMOHHON
OnoIOrNH pa3BUTHS, CBI3AHHBIX HE C (POPMATIBLHBIM BO MHOTHUX OTHOIICHUSAX KJIAIUCTH-
YECKUM HHCTPYMEHTapUEM, a C IOCTPOeHNEM Oojiee THOKUX M IUPOKUX OHTOTCHETHYE-
CKHUX MoJiejiell MopdoreHesa u ux npeodpa3oBaHmii B TeUeHUE (HIIOreHe3a.

[TpoBenennas koHdepeHIHs Oblila TOCBSIIEHA OJHOMY M3 IIEHTPaJbHbBIX BOIPOCOB
Mopdorenesza — MCCIEIOBAaHUIO CHMMETPUU U ACHMMETPHH B OMOJIOTMYECKUX MPOLEeC-
cax, MONUCKaM «HEM3MEHHOIO B M3MEHSIOMIEMCS», NHBAPHAHTHBIM IPeoOpa30BaHUSAM
B Pa3BUTHUH OPraHU3MOB U UX HAPYIICHUAM. I/I3yquI/Ie CHUMMECTPHUU OPraHUu3MOB, UJIU UX
ripomop¢oJioruy, sBisieTcs: Hanbosee pa3paboTaHHBIM U3 TOYHBIX METOAOB apXUTEKTO-
HUKH — pa3Jie]a CPaBHUTEIBHON aHATOMUH, N3ydalolled B3aUMHYIO CBSI3b U PacIolio-
KeHne Jacter opranmsma (bexnemumies, 1964). CummeTprs MOKET OBITH OMHAKOBOM
Y OYCHb pa3HbIX OPraHU3MOB. Ho IIyTHU €€ CTAaHOBJICHUSA, KaK B UHAUBUAYAJIbHOM, TaK
1 B HICTOPUYECKOM Pa3BUTHHU, MOT'YT CHJIBHO pa3iinyaThes. B peaibHbIX 00beKTax, Oy1b
TO KPHUCTAJUIBI, OPraHU3MbI MIIM M3JIENUsI PYyK YEJIOBEUYECKUX, CHMMETPHS HUKOI/A He
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BOIIJIOMIAETCS C MaTeMaTHYecKON TOYHOCThIO. Beerna mmerorcst kakue-mu0o HapyIie-
HHA, KOTOPbIC HE BCErAa BUAHBI ITPOCTHIM TJIa30M B KpHUCTaJlJIaX, HO O6I)I‘IHO 3aMCTHO
BBIPa)XEHBI Y OpraHu3MoB. [109TOMY IpH U3yYEeHWH CHMMETPHH pPEeallbHBIX 00BEKTOB,
U, TPeX/e BCEro, OpraHndecknx (opM, BCeraa MPUHUMAIOT BO BHUMAaHHE TOYHOCTH
MIPOSIBJICHHSI CHMMETPHH U CTEIIEHb e HapyIleHus. J[i1s OHonornieckux 00beKTOB 3TO
0COOEHHO BaYKHO, TAK KaK UMEHHO HapyIICHHUS] CHMMETPHH PAaCKPHIBAIOT HAM HCTOPHUIO
1 3aKOHOMEpHOCTH ee (opmupoBaHus. [loHMMaHue cMMMETpHH (OPMBI OPraHW3MOB
He OyneT MoJIHBIM 0e3 M3ydYeHHS ee CTaHOBJIECHMS, 0e3 M3ydeHUs CUMMETPHH MOp-
(oreHesa u pa3BepTHIBAHUS €I0 B PEAJBHOM I'€0JIOTTYECKOM BPEMEHH Ha OCHOBE I1a-
JICOHTOJIOTUYECKUX AaHHBIX. Takoi MOAX0A JaeT HaM BO3MOKHOCTb HanOoJiee MOJIHO
CPaBHHUTbH, CONOCTABUTH M MOHSATH IPOMOP(OIOTHIO U apXUTEKTOHUKY PazInYHBIX
TPYII OPTaHNU3MOB.

W3BectHbit npuniun Ileepa Kropu riacut, 4To 35€MEHTHl CUMMETPUM NPUUYUH
JOJIKHBI ITPOABJIATHECA B BBI3SBAHHBIX UMU CJIICACTBUAX, 4 HAPYIIECHUA CHMMETPUU B CJICT-
CTBUSX JOJKHBI UIMETh OCHOBAaHUE B JUCCUMETPHUM IMPUUYUH, UX MOPOAUBIINX. MHOrO
IIPAMEPOB, KOTJa PYKOBOJCTBYSCH 3TUM IPHUHIUIIOM, BBISBIISIOT BIMsHHE (PakTOpOB
BHEIITHEH Cpebl Ha Pa3BUTHE CUMMETPHH OPTaHU3MOB M €€ HapymeHusd. DTH (akTo-
PbI CHa4daJia BJUAIOT HA CHMMETPUTIO IPOLICCCOB, IPUBOAAIINX K CUMMETPUN KOHEYHOM
(opMBL. DTO BIMSIHUE OTPAHUYHNBACTCSI BO3MOXXHOCTSIMH M3MEHEHHSI CAMHUX TIPOLIECCOB.
OTcrona BO3HUKAIOT OTPaHWYEHUSI HA CHMMETPHIO KOHEYHOH (opmbl. BEIsIBUTH Hemo-
CPE/ICTBEHHBIE MOJIEKYJIIPHO-TCHETHUECKUE MPUUUHBI U MEXAHU3MBI 3TUX OTpaHUYe-
HUM TTO3BOJISIOT MCTObI 6I/IOJ'[OFI/II/I Pa3sBUTHAL. Ho st HENOCPCACTBCHHBIC OT'paHUYCHUSA
B BO3MOKHOCTSIX OHTOI'®HETHYECKOTO Pa3BUTHs (OPMBI UMEIOT OCHOBaHHE U B HCTO-
pPHYECKOM Pa3BUTHH OPraHU3MOB, B HX (puiorenesze. ITo yke MpeAMET HCCIeIOBaHM
9BOJTIOLIMOHHOM OHOJIOTMH Pa3BUTHSA, KOTOpPasl B 3TOM acleKTe TECHO MEeperuieTacTcs
C MaJICOHTOJIOIMUECKUMH HCCIeJOBaHUAMHU. [10100HbIC OrpaHUYEHUS CBSI3aHBI, IIPEXK e
BCEro, CO CTAHOBJICHHEM IUIaHAa CTPOEHHS, MOP(OIOTHYECKOTO apXeTHIla OpraHu3Ma,
KOT/1a MBI TOBOPHUM O KOHEUHOH (opme, Mopdonorun B3pocioro oprannsma. Ho cymie-
CTBYET, BUANMO, 1 MOP(HOTCHETHUECKUH apXeTHIl, KOTOPBIH XapaKTepu3yeTcs: 0a30BbI-
MH MOP(OreHeTHYEeCKUMH IIpolieccaMu, a Ha 0ojee TIIyOOKOM YPOBHE M MOJICKYIISP-
HO-T€HETUUYECKUH apXeTUIl KaK KOMIIJIEKC HEU3MEHHBIX STiep, «KEepHeIelH», TeHeTHKO-
perymsmuonHbX cereii (Davidson, Erwin, 2006). HecMoTpst Ha pa3MBITOCTh W TYMaH-
HOCTb ONPEJIENICHNH 3TUX TPEX COMOIIMHEHHBIX apXETHIIOB, NX CYIIECTBOBAHHNE BCETAA
nogpaszymeBaeTcs. MHaue ObUI0 Obl HEBO3MOXKHO CO3/1aTh U YHOPSIOYUTH TAKCOHOMHU-
YECKYIO0 CHCTEMY OpraHn3MoB. Pa3paboTke 3THX MOHSITHH MOKET ITOMOYb BBISIBICHHE
1 aHAJIN3 MHBAPHAHTHBIX IPeoOpa30BaHuil apXeTHIa B pa3BUTHH OpraHU3Ma Ha Pa3HbIX
YPOBHSX U B pa3HBIX MacmITabax. DTO SBISAETCI HHTEPECHON M TIEPCIEKTUBHOM 3a1auei
Kak 3BOHIOHHOHHOﬁ OHOoJIOrNu Ppa3BUTHA, TaK U TAJICOHTOJIOT'UU.

CIIMCOK JIMTEPATYPbI
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CUMMETPUNHBIE IPEOBPA3OBAHMUSI
B PABBUTUU OPTAHU3MOB

JI.B. BeJioycon
Mocxkosckuii eocyoapcmaennwiil ynugepcumem um. M.B. Jlomonocosea, buonocuueckuti ¢h-m
morphogenesis@yandex.ru

OO6cyxmaeTcs, B KakOi Mepe OCHOBHBIC IOHSTHSI TEOPHUH CHUMMETPUU
MOTYT CIIOCOOCTBOBAaTh MMOHUMAHWIO ITIPUHIUIIOB HWHAWBHIYaJIbHO-
rO pPa3BUTHsS OPraHU3MOB. PaccMaTpHBalOTCS TPOLECCH MOHMKEHUS
MOpsiIKa CHMMETPHUHU, COOTHOILICHHE CUMMETPHH Pa3InIHBIX CTPYKTYP-
HBIX ypOBHEH M «OOMEH CHMMETPHUSMI» MEXIYy HHUMH, CBSI3H MEXAY
CUMMETPHHHBIME IPe00pa30BaHUIMHU, N3MEHEHHEM CBOOOTHON SHEPTUU
1 3HTPOIHH B XOJI€ PEATBHBIX U MOJEIBHBIX MOP(OTEeHE30B. YKa3bIBACT-
Csl HA BO3MOXKHOCTD [TapaMETPHUECKOHN PETyIALNH MOPSIKAa CHMMETPHUH.

BBEJIEHUE: ITPUHIIUII U HBAPMAHTHOCTU

OCHOBHBIE THUITBI CAMMETPHH, (POPMHUPYIOIINECS B XOJI€ Pa3BUTHS OyKBallb-
HO BCEX OPraHM3MOB, XOPOIIO M3BECTHBI, U3JIAral0TCsi B yUY€OHHKAaX U MOHO-
rpadusax Mmo 300J0TUU U 6oTaHWKE (0cOOeHHO MoApoOHO: bekmemumies, 1964),
MPUHUMAIOTCS. KaK JOJDKHOE M, Ka3aJoCh Obl, HE JOJDKHBI BBI3BIBATH JAOMOJIHU-
TeNBHBIX BONpocoB. Llenb HacTosmero 003opa — nNokasarb, 4TO 3TO JAJIEKO He
TaK, U 4TO aHAJIN3 CUMMETPUMHBIX MpeoOpa3oBaHN Ha pa3HBIX YPOBHSIX Opra-
HH3AIUHU CBSI3aH C PAJIOM HamOoJjee akTyallbHBIX M JAJIeKO eIlle HE PEIIeHHBIX
BOITPOCOB OMOJIOTHH Pa3BUTHS U OOIIECH OHOJIOTHH.

Haunem ¢ Meromomormyecnx OCHOB Teopuu cummeTpuu (Beitnb, 1968;
Hly6nuxos, Konuuk, 1972). Ilo camoii cBoeit cyTH oHa UMEET AEJ0 ¢ MHBapH-
AHTHBIMU MTPEOOPa30BaHMUIIMH, TO €CTh C TAKHUMHU, KOTOPBIE OTHICKUBAIOT HEH3-
MEHHOE B U3MeHstomemMcs. [ nmpumMepa J0CTaTOYHO PacCCMOTPETh AJIeMEHTap-
HbIe CHMMETPHITHBIEC TTPe0Opa30BaHMs, B KOTOPHIX M3MEHEHUS CBSI3aHbI C TPEMS
BUJAMM [IBUXEHHUH — IOBOPOTaMH, OTPAKEHMSIMH W/MJIN IOCTYNATEIbHBIMU
CIBUTaMH (TPaHCISIIUAME). B KaXX10M U3 3TUX ABHKCHUM MOPSAJOK CHMMETPUH
PaBeH KOJIMYECTBY (MJIM MOIIHOCTH MHOKECTBA) TeX Mpeo0pa3oBaHmil, KOTOpbIE
COBMEIIAIOT ABMKYIIEECS (MJIM OTpaXkaeMoe) Tesio caMo ¢ coooii. CoBMelIeHre
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B XOJIC JIBFOKCHUS U TIOHMMAETCSI KAaK HEU3MEHHOCTb. TaK, OPSIIOK TOBOPOTHOM
CUMMETPHH KBaJ[paTa PaBeH YeThIpeM, TUCKa — OECKOHEYHOCTH, a mapa — Oec-
KOHEYHBIM MHOXKECTBOM OCEH, TOBOPOTHI BOKPYT KaKJOH M3 KOTOPHIX HUMEIOT
OCCKOHEUHBIH TMOpsIoK cuMMeTpur. OIHAKO TMOHSTHE WHBAPUAHTHOCTHU HE
orpaHuYMBaeTcs MUGPON WU 3HAKOM, 0003HAYAIOIIUM TOPSIOK CHMMETPHH;
OHO MOXET OBITH PACIpPOCTPAHEHO M Ha MaTeMaTHYecKoe BhIpakeHue (ypas-
HEHHE WU CXEMY OOpPAaTHBIX CBS3€i), KOTOPOE OMUCHIBACT JTIOOBIC U3MEHEHHS.
Tornma 310 MOHsATHE OyAET BhIPaKaTh OCHOBHOW METOMOJIOTHYCCKHNA MPHHIIHIT
Hayku HoBOro BpeMeHH — OTBICKaHME WHBAPUAHTHBIX 3aKOHOB JIJIS THOOBIX TH-
OB «IOBEJICHUS» MPUPOAHBIX Tell. Takum 00pa3oM, CHMMETPUUHBIN TOAXO/,
TO €CTh 3aJa4ya HaXOXKIECHHS I'PYIIBLl CAHMMETPHUHU i1 HEKOTOPOIO Kpyra sB-
JICHUH, COOTBETCTBYET TOMY, 4TO CO BpeMeH HproToHa u [anuiies cyuTaioch
UJIealioM, K KOTOPOMY JIONKHO CTPEMHUTBHCS JTH000e HAy4YHOE HCCIeI0BaHME.
CkazaHHOE UMeeT mpsiMmoe OTHBreomeHne kK OHONOTHU Pa3BUTHS. A MMEHHO,
BCTaeT BOMPOC: BO3MOXHO JIM MOCTPOCHNE WHBAPUAHTHBIX 3aKOHOB Pa3BUTHUS
OpPraHU3MOB, TO €CTh TAKUX, CTPYKTYpa KOTOPBIX COXPAHSIACh Obl HEU3MEHHOU
IJIA JOCTATOYHO JJIMHHBIX OTPE3KOB pa3sBUTUA U JOCTATOYHO 6OJ'II>HH/IX TaKCO-
HOMMUYCCKUX T'PYIIIL. Takas mocTaHOBKA BoOIIpoca CUJIBHO paCclHIupsA€T Tpaaulin-
OHHBIC TPAHUIIBI TPUMEHEHU ST CHMMETPHITHOTO MOJXO/IA.

INOHM>XXEHUW A [TOPAAKA CUMMETPUU
(AUCCUMETPU3ALINMA) B XOAE PA3BUTUA

Hpyroii u, moxanyi, Haubojiee MHUPOKO OOCYXKJaeMbIil BOIPOC CBs3aH
C IPUMEHEHHUEM K Pa3BUBAIOIINUMCS OpraHM3MaM M3BECTHOTO npuHIuna [Isepa
Kropu: «Korna onpeneneHHbIe IPUYUHBI BEI3BIBAIOT ONPEACICHHBIE CIICACTBHS,
TO DJIEMEHTBHl CUMMETPUU MPUYUH JOJKHBI MPOSIBUTHCS B BBI3BAHHBIX MMM
cienctBusax. Korma B Kakux-mubo sSBICHHUSX OOHApYXUBAETCS OINpelciieHHAs
JUCCUMMETPHUS, TO 3Ta ’KE IUCCUMMETPHS JOKHA MPOSIBUTHCS U B IPUYNHAX,
nx nopoauBmux» (Curie, 1894; cm. raxxe 1llyonuxos, Konnuk, 1972).

WHbiMu croBamu, npuHOun Kropu 3ampemaer «CHOHTaHHYIO JUCCHMME-
TPHU3ALHIO», TO €CTh MOHMKEHUE MOPsiAKAa CUMMETPUHU 0€3 BHEIIHETO JUCCHUM-
METPUYHOr0 Bo3aeHcTBUs. DTa nies Oplia BeipaxeHa I1. Kiopu B nakoHnaHoM
BBIpaXEHUH, HanboJiee TOYHBIN MEPEBOJ KOTOPOro riacut: «MMeHHo nuccum-
METpHsl TBOPUT SIBJIEHHE» — TO €CTh UMEHHO OHA BBIENIAET HEKOTOPOE TEJO U3
0oJiee TOMOTEHHOM Cpe/ibl. 3aMeTHM, YTO 00paTHOE, TO €CTh CIOHTAHHOE MOBbI-
LIEHUE NOPSIAKA CHMMETPUU HEKOTOPOro Teja npuHuunom Kropu nomyckaercs.

[Tpunnun Kropn umeer 6onplioe 3HaUCHUE MIPH aHaau3e (a3oBbIX EPEX0-
JIOB B JIIOOBIX CHCTEMax, B TOM 4YHCJie OMOJIOTHYECKUX. 31€Ch Mbl OOCYIUM €ro
MPUMEHUMOCTD K TaKUM SIBICHUSIMU Pa3BUTHS, KOT/Ia MOPSAIOK CHMMETPHH 3a-
pOJBIIIA TOHUKAETCS B OTCYTCTBHE BUMMBIX BHEIIHUX JUCCUMMETPU3aTOPOB.

[MomoOHBIE SBIICHHSI MOXXHO OOHApPYKUTh HaYMHAS C CaMbIX PaHHHX CTa-
aui pazBuTHs. Tak, IOHMYKEHUE CUMMETPHUM SIMUEKIETKU MPU YCTaHOBJICHUU
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Puc. 1. [lpuMepbl TOHMIKEHUS MOPSIIKa CAMMETPHH B XO/Ie PAa3BUTHS: a — He3penas sifie-
KJIETKa JI0 JICTCPMUHALIMH HOJISPHOIT OcH; 6 — 3penasi SileKJIeTKa, aHUMaIbHO-BereTaTHBHAS
och (An-Veg) NeTEpMUHHUPOBAHA; 6 — OIJIOAOTBOPEHHAS SHIEKIETKA, IETCPMUHUPOBAHA BEH-
Tpo-gopacibHas ock (Ventr-Dors) u nmpoxozsinas 4epes Hee caruTTallbHas MIIOCKOCTb; 2 — HO-
HIDKEHHUE MOPsi/IKa TPAHCISALMOHHON CHMMETPHHU IPU (GOPMHUPOBAHUE COMUTOB M OT/EJIOB HEPB-
HOW TpyOKH; 0 — HOHMIKECHHE MOPSAAKA TOBOPOTHON CUMMETPUHU NPU (HOPMUPOBAHUH IIYTIAJIEI]
Ha TIONepeyHOM pa3pese 3auaTka ruapanrta Hydrozoa.

ee TOJIAPHOH (aHMMaIbHO-BEr€TaTHBHOM, 6-0CH) U, 3aTE€M, CArUTTaJILHOH TIO-
CKOCTH MOTYT MpPOTEKaTh KaK MPH BO3ACHCTBHM OUEBHIHBIX JUCCUMMETpH3a-
TOPOB (CTPYKTYp TOHAbI; CIIEpPMATO30Ma) TaK M B UX OTCYyTCTBHE. B dacTHO-
CTH, CaruTTajJbHas TUIOCKOCTH (DOPMUPYETCS NIPH BHECEHHHU CIIEPMATO30HIa B
TOYKY aHHMAJBHOT'O TIOJIIOCA, YTO MCKIIOYAET ero TUCCHMMETPHU3YIOIIYIO POIh
(puc. la-6). BykBasbHO Ha Ka)IOM IIare NOCICAYIOIIEro pa3BUTUS (IIPU MEeTaMe-
pH3auu Me30AepPMBbI, (YOPMUPOBAHUHN OT/AEIOB FOJOBHOTO MO3Ta MMO3BOHOYHBIX,
oOpazoBanus mynanen y Kuugapuit — puc. 1e, 0) TpaHCISIUOHHAS CHMMETPUS
TaKIKe TIOHMKACTCS IIPH TOM, YTO Kakue ObI TO HU ObLIIO BHEITHUE JITUCCUMMETPHU-
3aTOPBI OTCYTCTBYIOT. OUeBHIHBIM 00pa30M OTCYTCTBYIOT OHU M B XHMHUYECKHX
WHAYKIUOHHBIX (haKTOpax, KOTOpbIE, KaK M3BECTHO, MOTYT CO3/aTh JOTOJIHH-
TEJIbHYI0 MOP(OIOrn4ecKyto ochb. Kak TpakToBaTh Takue siBICHUS?

[Ipome Bcero ObLI0 OBI 3asiBUTH, YTO NpUHUUI Kropu K ITaHHBIM Iporec-
cam HerpuMeHUM. Ho Gosiee KOHCTPYKTHUBHBIM MPEICTABISIETCS HHOW MOJXO/.
MpI 3HaeM, 4TO B TEUSHHE BCETO PA3BUTHUS 3apOABIII HAXOJUTCS B Cpefie, Aalie-
KO HE OJTHOPOIHON MO MHOXKECTBY (PM3NYECKUX M XMMHUYECKHX TOKa3aTelel;
OJIHAKO, €CITM ATH HEOJAHOPOIHOCTH IO HAIIUM (JOCTATOYHO IPOU3BOJIBHBIM)
KPUTEPUSM HE CIUIIKOM BEJIUKH U, TIIaBHOE, PacIpeAeeHbl 0€3 BUIMMOTO 10-
8



psAoKa, UX HE MPUHSTO CYUTATh AMCCHMMMETpHU3aTOpaMu. Mexay Tem, moao0-
HOTO pOJia «ITyMbI» MOTYT BBICTYIIaTh B BHJIE IPAKTUYECKH HEOTPAaHMYECHHO-
ro pe3epBa JUCCUMMETPHUU IPU TOM 0053aTeILHOM YCIOBHH, YTO 3apOJBIII Ha
OTIPE/ICTICHHBIX CTaJAUSIX PA3BUTHUS CTAHOBHTCS K HUM UYBCTBUTCIIBHBIM, a Ha
OpyTrux ctaausx — HeT. « LlyMb1» MOryT OBITH U S9HIOTEHHBIMH, BBIPAXKAsACh BO
(bayKTyanusx cTpyKTyphl 3apojbllia Ha CaMbIX Pa3HbIX YPOBHSX €0 OpraHH-
3aIi — OT HAJKJIETOYHOTO JI0 MOJEKYJISAPHOTO, U OHH TaK)Ke MOTYT OBITH pe-
3epBOM ISl BUTMMOM (MaKpOCKOITMYECKON) TUCCMMMeTpu3anui. Ho mockombky
3apOJIBIIII pearupyeT Ha HUX JIUIIb Ha O PE/IeIEHHBIX, YACTO IOCTATOYHO KOPOT-
KHX OTpe3Kax pa3BUTHUS, MBI JOJKHBI 3aKIIOUNTh, YTO HA ATHX U TOJIBKO 3TUX
OTpe3Kax ero OpraHu3alys CTAHOBUTCS HEYCTOMYMBON. DTO MPHUBOIUT HAC K
MPUHIIMITNAIFHOMY BBIBOAY O TOM, YTO Pa3BUTHE OPraHU3MOB OCHOBAaHO Ha He-
JMWHEHHBIX 00OPATHBIX CBA35AX, KOTOPBIE TOJIBKO U MOTYT OCYIIECTBISATH YePEa0-
BaHHE YCTOWYMBHIX U HEYCTOMYMBBIX COCTOSHHMA. Takum 0Opa3om, coxpaHss
BceoOwmHocTh npuHIuna Kropu, Mbl HeM30€5KHO IPUXOIUM K IPEACTABICHHIO O
Pa3BUTUHU OPraHW3MOB KaK O HEIMHEHHOM Tporecce camoopranuzanuu (Poma-
HOBCKHUU U 11p., 1984; Benoycos, 1987; Beloussov, 1998; Uepaanies, 2003).
BBuny Ba)XKHOCTH TaKoro 3aKJIIOYEHHS] PaCCMOTPUM IMOAPOOHEE MPOIIECCHI
JTUCCUMMETPHU3AIUH (IOHWKEHHS TIOPSIIKA CAHMMETPHUH) B XO/I€ Pa3BUTHAL.
[Ipesx e Bcero, 3aMeTUM, 4TO O TUCCHMMETPHU3AITUN MOYKHO CYAUTH HE TOJIb-
KO Ha OCHOBE HEMOCPEACTBEHHO HaOMIOgaeMbIX MOP(OJIOrHUECKUX CTPYKTYP,
HO ¥ M0 KPUTEPHSIM DKCIEPUMEHTAIbHOM aMOpuosoruu. PaccMoTpum Knaccu-
yeckue onbIThl (Harrison, 1918) mo moBopoTaMm Jucka KOHEYHOCTH Y 3apOibl-
et XBocTaThIx aMpuOnii, KOTOPBIC TIOKA3aIH, YTO OJHO U3 OCHOBHBIX ITOHSITHI
SMOPHOJIOTHH — JIETEPMHUHAIINS 3a4aTKOB — €CTECTBEHHO MEPEBOIUTCS Ha S3BIK
cummeTpun (puc. 2). IlpousBoas moBOpoTHl Aopco-BeHTpadbHo (DV) n/mim
niepenHe-3aaHel (AP) ocn 3auaTka Ha pa3HBIX CTAAUSAX PA3BUTHS, aBTOP HAIIENT
TaKyI0 PaHHIOIO CTAJINIO0, KOT/IA ITPH JIFOOBIX MOBOPOTaX KOHEYHOCTH MPH MOCIIEe-
JYIOIIEM pa3BUTHH BOCCTAHABINBAET CBOIO CUMMETPHIO OTHOCHTEIBHO 1IEJIOTO.
Ha s13p1ke KJ1acCHYecKoil SMOPHOJIOTHH 3TO 03HAYAET, YTO HA STOW CTaJUU HE
JIeTepPMUHUPOBAHA HU OJ[HA M3 OCEH 3aUaTKa, a Ha A3BIKE TEOPUU CUMMETPHHU —
YTO 3aYaTOK MMEET MOBOPOTHYIO CHMMETPHIO OECKOHEYHOTO Topsaka (0o-m)
(Ta cTagus Ha puc. 2 He moka3aHa). Ho ecnu moBOpOTHI OBLITM OCYIIECTBIIC-
HBI Ha CIEOYIOIIEH CTaAuH Pa3BUTHUS, TO KOHEYHOCTh CTAHOBUTCS HOPMaJIbHO
OPUEHTHUPOBAHHOW OTHOCHUTEIBHO Ocel Tena (Kak Ha puc. 2a, 1), TOIBKO €cliu
noBepHyTa onHa Uik DV, HO HE AP och (puc. 24, cp. 1 u 4). (Takoit moBopoT
MOJKHO OCYIIECTBHTH, IEpECcCakMBas 3a4aTOK Ha APYTOH OOK 3apobIIIa «4epes3
cnuHy»). Ha eme Oosee mo3iHel ctanqnn ¢ HOpMaIbHON OprUeHTaIne KOHEYHO-
CTH HECOBMECTHUM YK€ TIOBOPOT JIF0OOH 13 ocel (puc. 26); Takum oOpa3om, ode
ocu JieTepMUHUpOoBaHbl. ClieI0BaTENbHO, B XOJ€ Pa3BUTHS 3a4aTKa KOHEYHOCTH
OCYIIECTBIISIIOTCS CHMMETPHUIHBIE TIEPeXoabl co'm — ['m — [. 3aMeTuM, 4To
MTOPSIOK CHMMETPHH BCETJ]a OTHOCUTCSI UMEHHO M TOJIBKO K 3a4aTKy KaK K I[eJI0-
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Puc. 2. JlerepMuHanusl CHMMETPHH 3a4aTKa KOHEYHOCTH y XBOCTATHIX aM(pUOHii Ha paHHEi
(@) n mo3nHel (0) cranusax: 1-4 — pe3ynbTaThl MOBOPOTOB 3a4aTKa Ha ctannu a (1 — pa3sutue 6e3
noBopoTa, 2 — moBepHyTel AP u VD ocu, 3 — noBepHyTa Tosbko AP och, 4 — moBepHyTa TOJIBKO
DV ocb); 5-6 — pe3ynbTaThl IOBOPOTOB 3auaTka Ha ctaauu 6 (5 — moBepHyThl AP 1 VD ocu,
6 — nmoBepHyTa TONBKO AP och, 7 — moBepHyTa TONBKO DV 0CB); 6 — MOHMIKEHHUE TTOPSIKA CHM-
METPHH 3a4aTKa KOHEYHOCTH MPU TIEPEXOJIE OT a K 6 B pe3ynbTaTe JUCCUMMETpH3anuu ocu DV.

MY: BIUIOTH /10 HACTYIUIEHHS IOCJIEIHEr0 U3 MEePEeUHCICHHBIX BBIIIE MEPHOJIOB
Pa3BUTHUS HENb3sI TPECKa3aTh OHO3HAYHO Cy/IbOY HH OHOM M3 MaJbIX YacTel
(B TOM 4HuCIe, KOHEYHO, OTAEIBHBIX KJIETOK) 3a4aTKa, XOTS €ro OCH ObLIN TO-
CJIEIOBATEIBHO AETEPMHUHHUPOBaHbL. Takum 00pa3oM, MOHATHE CUMMETPUH He-
Pa3pbIBHO CBSI3aHO C MOHSATHEM yPOBHEH OpraHu3aliy, 0 4eM rnoapodHee Oyzaer
CKa3aHO HUXKE.

[Tone3no paccMOTpeTh B TEPMUHAX TEOPUU CUMMETPHUH JIBA TPUHIUIIHATb-
HO Pa3JIUYHBIX TUIA SMOPHOHAIBHBIX PETYISAIUNA, KOTOPhIE MOKHO 0003HAYUTh
Kak apuiieBckue u roiasTdpereporckue (bemoycos, 2005). IIpun nepBom Tume
peryssinui cynb0bl OTAEIBHBIX YacTel 3apobliia (BIUIOTh A0 KJIETOK) HA JaH-
HOW CTauy Pa3BUTHs €llle HE ONPEAEIICHbI, YTO MOATBEP)KIACTCS COBMECTHU-
MOCTBIO IOCJIENYIOLIET0 HOPMAJIBHOIO Pa3BUTHS 3apOJbIIIEH KaK C yAaJIeHU-
eM, TaK U C IepepacnpeeieHneM SMOPHOHAIBHOTO MaTepuaia Ha HEeKOTOPBIX,
HE CJIMIIKOM IMO3AHUX CTaausAX pa3BuTus (puc. 3a). Bropoil Tun perynsuuii,
HAIPOTHUB, UMEET JIEJIO C yKE JCTCPMUHUPOBAHHBIMU (M Aaxke auddepeHu-
POBAaHHBIMHM) KJIETKaMH ABYX WM Oojiee pa3HbIX TUIIOB, KOTOPbIE BHAa4YaJe HUC-
KYCCTBEHHO IIepeMeIIaHbl CIydaiiHbIM 00pa30M, HO 3aTeM CIIOHTAaHHO yCTaHaB-
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Puc. 3. Vi3MeHeHuUs mopsiika CAMMETPUH TIPU JPHUIICBCKUX (@) U TonbThpeTepoBckux (6)
perymsinusx. Ha puc. 3a ciieBa moka3aHbl BO3MOXKHOCTH IepepacipeiesieHus 0JacToMepoB, co-
BMECTHUMBIE C MOCIETYIOMIMM HOPMAJIbHBIM Pa3BUTHEM 3apOIBIIICH MOPCKOTO €kKa.

JIUBAIOT HAHOOJIee TECHbIC KOHTAKTHI C KJIIETKAMHU TOTO ke THra. [Ipr 5ToM, Kak
MpaBuiIo, GOPMHUPYIOTCS KBa3UC(HEPUUECKUE arperaThl, B KOTOPBIX OTHOCHTEIb-
HOE PacIoIOKEHUE Pa3HBIX KJICTOYHBIX THUIIOB ONPENEsieTCs 3apaHee IeTepMu-
HUPOBaHHBIMY CBOMCTBaAMU HX MOBEepXHOCTeH (Steinberg, Poole 1981) (puc. 36).
OueBUHO, UTO B CITydae IPUIEBCKUX PErYIISIUI MBI UMEEM IEPEX0]T OT Oojiee
CUMMETPHUYHOTO COCTOSIHUS (JTI0ObIe MepeMeIleH s YacTeil COXPaHSIOT HHBA-
PHAHTHOCTH MOCJEAYIOMIET0 Pa3BUTHs) K MEHEe CUMMETPHYHOMY (MIepeMelriie-
HUS HAPYyIIAOT HHBAPUAHTHOCTH), TOT/IA KAK B TOJBT(HPETEPOBCKUX PErysIln-
X TOPSIIOK CHMMETPHH, HAIIPOTUB, NOBBIIAaeTCs. B pa3BuTuu npeodianaror
MPOILECCHI, CBSI3aHHBIC C TOHUKEHUEM MOPSAKA CHMMETPHH H 00yCIOBJICHHBIE,
KaK MPaBUIIO, TIOTEPEH yCTOMYMBOCTH MPEABLIYIIET0, 00Jiee CUMMETPUYHOTO
COCTOSHUS.

WHuTepecHo, uTo Hanbosee BayKHBIC JISl PA3BUTHSI STAIbI IOHHKSHUS CHM-
METpUU 00IaJal0T Pe3EePBHBIMHU 1YyOIUPYIOIMIMMH MEXaHU3MaMH, KOTOPBIE I10
XOJly HOPMAaJbHOTO Pa3BUTHUSI HE HCIOJIB3YIOTCS, HO YKa3bIBAIOT Ha MOTEPIO
YCTOMYMBOCTHU HMPEABIAYIIUX COCTOSSHUM. PaccCMOTpUM B 3TOH CBsI3U NPOLECC
AHMMaJIbHO-BEIeTaTUBHOU (a6) Mojspu3aliuu OaacTyibl aMmpuouit, MopdoJio-
THYECKAM BBIPQKEHUEM KOTOPOTO SIBJISIETCS 3KCICHTPUYHOE PACIIONOKEHHUE
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Puc. 4. CioHTaHHOE TIOHMIKEHHUE TIOpSAKAa CHMMETPUH B IKCIIAHTATaX dMOPHUOHAIBHBIX
TKaHeil: @ — paHHsA racTpyna amubuii, ykasanel aHIMaJIbHO-BereTaTuBHAsA (An-Veg) u mop-
co-BeHTpaibHas (D-V) ocu; 1 — skcrmmanTat hparMeHTa KpbIu OJacTOIeNst; 2 — SKCIIJIaHTaT
¢parmeHTa cynpabiacTonopaIbHONH 00JacTh; BCKOpE MOCHe SKCIUIAaHTAIUU 00a ydacTkKa IIpH-
oOpeTaroT chepuyeckyio popmy (6), a 3aTeM pparmMerT | mpuHIMAET GOPMEI 8, 2, a PparMeHT
2 — dopMEI 0, e.

OyracToriess, CAIBUHYTOTO K aHUMaJIbHOMY Toitocy (puc. 4a). O0menpusHaHo,
YTO a6-TIOJISIPHOCTH IETEPMUHUPYETCS €IIe B paHHEM OOreHe3e Oiarongapsi pac-
MOJIOKEHUIO SIMIEKJICTKH OTHOCHUTENIBHO CTPYKTYp ToHanubl. OQHAKO eciu Ha
CTaJnu ONacTyNbl-paHHEH TacTPyJbl BEIpe3aTh HEOONMBIIONW (PparMEeHT KPBIIIH
onacronens (puc. 4a, 1), UK CIEMUTH CEHABUY» U3 JIByX TaKUX (parMeHTOB
BO3HUKAET TOYHAsI YMEHBILICHHAS KOMUS HOPMaJIbHOM OJIACTYIIBI C OKCIICHTPHY-
HO CABHHYTOU TOJIOCTBIO (pHC. 46, 2). AHAIOTHYHO, U3 HEOONIBIIOro (pparmMeH-
Ta SMOPUOHANIEHOW TKaHHU, ONM3KOH K OmacTomopy (puc. 4a, 2), BOSHUKAET JI0-
CTaTOYHO TOYHAsI KOIHSI FacTPYJIbl C XapaKTEpHOH acuMMeTpuei o0eux ryo, To
ecThb 00Ja1at0Ias J0pco-BeHTPaNIbHON AuccuMMeTpueii (puc. 40, e). [lpu stom
00a THuma 3MOPUOHANIBHBIX ()PArMEHTOB MPOXOIST YepPe3 OTHOCHTEIBHO CHM-
METPUUYHYIO CTAIHIO Pa3BUTH (pUC. 40), HO 3aT€M MOHMKAIOT TIOPSJIOK CBOEH
CUMMETPHH BIJIOTH 10 0om WU fAaxe [-m (puc. 4e6-e). [loqoOHOTO poma OnbITEI
[IOKa3bIBAIOT, YTO TEHJACHLUHHU K MOHMKEHUIO MOPsIKa CUMMETPHH Ha orpese-
JICHHBIX CTAIUSAX Pa3BUTHS INyOOKO «BCTPOEHBI» B SMOPHOHAJIBHYIO TKaHb U,
0 BCEH BUJUMOCTH, HUKAK HE CBA3aHBI C IPOCTPAHCTBEHHBIM PACIIOIIOKECHUEM
ee 3JIeMEHTOB (TO €CTh MaKPOCKOMMMYECKUMH MaTTepHaMu). DTO JIeIaeT BEpOoT-
HBIM, 9TO ()aKTOPBI JTUCCUMMETPU3AINNA OTHOCATCS K KaTeropuu NapameTpoB
(cM. HIXKE).
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CUMMETPU A HA PA3HBIX CTPYKTYPHbBIX YPOBHAX.
«OBMEH CUMMETPUN» MEXIY YPOBHAMU

Omnpenensist TPyNIy CHMMETPHH, Mbl HETPEMEHHO JIOJDKHBI YKa3aTh, K Ka-
KOMY CTPYKTYPHOMY YPOBHIO OHa OTHOCHTCS. [0 CHX IOp MBI paccMaTpHBau
CHMMETPHITHBIC TIPe00pa30BaHusl, OTHOCSIIUECS 1T0 OOJIBIICH YaCTH K BEPXHUM
YPOBHSIM OpraHM3aliM, TO €CTh CBA3aHHbBIE C LIEJIBIM 3apObILIEM HIIU €ro 3a-
gatkoM. OOCYIMM Tenepb, KaK COOTHOCATCSI 9TH CHMMETPUU C TAKOBBIMHU OoJiee
HU3KHUX CTPYKTYPHBIX YPOBHEH M 00paTHM BHUMaHHE Ha CBOCOOPa3HBIN MPO-
ecc «0OMEHa CHMMETPHAMI» MEXTy Pa3HBIMH YPOBHSIMHU.

CpaBHHBasi CHMMETPHH, COCYIIECTBYIOIINE HA PA3HBIX YPOBHSIX OpraHU3a-
UM 3apOJIBILICH, MBI MOKEM OTMETHUTB TPH THIIa KX COOTHOILCHUN:

1. TTopsiIOK CHMMETPHH LIEJIOT0 BBILIE MOPSIKa CHMMETPUH €ro yacTel. ITo
COOTBETCTBYET KJIACCHUECKOMY TIPABUITY «IIEJIOC TOYHEE YaCTH» (CM. HAIpUMeEp
Gurwitsch, 1930) u nposiBiIsieTCsl IPaKTUYECKH BO BCEX CIIydasix, KOrja OTCyT-
CTBYET CTpOras IeTepMHHAIIMS KJICTOUHBIX AeineHni. Ho yacTu ¢ MoHMKEeHHBIM
OTHOCHTEJIBHO IIEJIOT0 MOPSIKOM CUMMETPHH (KaK TPAHCIISILUOHHOM, TaK U TO-
BOPOTHOM) MOT'YT BBIXOJUTH AJIEKO 3a MPENeNbl OTACIbHBIX KJIETOK; TAaKOBBI,
HaIpuMep, IUTKN YeperHbIX KopoOok pentunuii (3axapos, 1987) (puc. Sa). Ho
HEJIJaBHETO BPEMEHH TaKOe COOTHOUICHHWE CUMMETPHI 4acTel W LeNoro cunTa-
JIOCh €JIBa JIU He YHUBepcalbHbIM. OJTHAKO NUMEIOTCS M APYTHE COOTHOLICHUS, B
TOM YHCJIE — CTPOTO OOpaTHBHIE:

2. B xome pa3BuTHus coxpaHsercs cuMMmeTpus (popma) gacteid, HO U3MEHS-
eTcs (yrpauuBaercs)) cummeTpust nesoro. Crofa OTHOCSATCS SIBICHUS TaK Ha3bl-
BaeMOH KOH(OPMHOM CUMMETPUH (CHMMETPHH B «MaJIOM»), TIPOSIBIISIIOILINECS B
pa3BUTHH caMbIX pa3HbIx opranu3MoB ([leryxos, 1981) (puc. 56, ).

3. DneMeHTBl CUMMETPHUH LEJOTO TOYHO COXPAHSIOTCS B €r0 MaJIbIX 4acTsAX
(keTkax). B aTo# cBSI3M 0COOBII MHTEpEC MPEACTABISICT aKTHBHO H3ydacMoe
B HACTOSIIEe BpeMs SIBJICHHE TaK HAa3bIBA€MOW IIAaHAPHOW MOJISIPHOCTH KJe-
TOK, TO €CTh HPOSBICHUS Ha CyOKJIETOYHOM YPOBHE INEpeaHe-3aJHeH, WiIH/H
JOPCOBEHTPAIBHOM CUMMETPHUH, COBMNAAAIOUICH C TAaKOBOM LIEJIOr0 OpraHu3Ma
(Vladar et al., 2009; Eaton, Julicher, 2011). ImeroTcst yka3aHus U Ha JEBO-IIpa-
BYIO 2CHMMETPHIO OTJICJIbHBIX KJIeTOK. OHa MPOSIBIISIETCS] B CMEIICHUH [IEHTPH-
OJIM ¥, COOTBETCTBEHHO, TPACKTOPHI KJIETOUHBIX ABHKEHUI OTHOCUTEIBHO OCH
cuMMeTpuH nesnoi kietku (Xu et al., 2007). DTi ciMMeTpUHBIE 0COOEHHOCTH
OT/ICJIBHBIX MaJIBIX 3JIEMEHTOB B PE3YJIbTaTe KOONEPATHBHBIX B3aUMOJICHCTBUI
KJIETOK BO3BPAILAIOTCSI HA YPOBEHB 1IEJIOr0, MOHUkKAasi CHMMETPHUIO MHOTOKJIE-
TouHbIX 3a4aTkoB (Vichas, Zallen, 2011).

Hanudne onmucaHHBIX BBINIE, B3AMMHO-00paTHBIX COOTHOIICHUH MOPSIIKOB
CHMMETPHUH Ha YPOBHE IEJIOT0 W YaCTeH CTaBUT IEBIH P BaXKHBIX HEpEIICH-
HBIX BOIIPOCOB, CBSI3aHHBIX C HanOosee OOIMMH 3aKOHOMEPHOCTSIMH CTPYKTY-
PBI KUBBIX TEJ M UX CBA3BIO C 3aKkoHAMU (Gu3MKH. C TOUKHU 3pEHHS MOCIECAHUX
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Puc. 5. PaznuuHple COOTHOIIEHHUSI MOPSAIKOB CUMMETPUHM Ha YPOBHE 1IEJIOTO U YacTeil: a —
HOPSIJOK CHMMETPHUH LeJIOro (KOHTYPBI YepernHol KOPOOKH penTHIINil) OOoJblIe HOpsaKa CUM-
METpPUH JacTeil (T. e. GOPMBI U PACIONIOKEHNS OTACNBHBIX IMHUTKOB); 6, 6 — ABa IpUMepa KOH-
¢dbopmHOIl cummerpur (coxpaHeHre (HOPMbI MalbIX 4YacTeil mpu M3MEHEHHH (OPMBI IIEJI0r0);
0 — npeobpazoBaHue (OPMBI Ueperia 4eJIOBEKa OT HOBOPOXKACHHOI'O 110 B3POCIIOr0; 6 — Pa3BUTHE
TIJIO/IOBOTO Tella MyXOMOpa; BEpXHUHN psii — U3MEHEHHs (OPMBI, HIDKHUI psii — KOHGOpMHBIE
CXEMBbI DTUX U3MECHEHUI.

(Cademartiri et al., 2012), mepeHOC CHMMETPUH YacCTEH HAa YPOBEHB LEJIOr0 (Co-
OTBETCTBYIOIIMH IYHKTY 3) COOTBETCTBYET PaBHOBECHOMY COCTOSIHHIO TBEP-
JIIX Tell, a 00Jiee BHICOKUHU MOPSIOK CHMMETPHUH LEJoro (IyHKT 1) — ToMy ke
JUTSL KUJIKOCTEH (MHTEPECHO, YTO BBIBOJI O KHUIKUX CBOHCTBAX SMUTEIINEB JeIIal
eme ['ypsuu: Gurwitsch, 1930). 3HaquT a1 3TO, 9TO MOPQOTeHEe3 KUBBIX TEI
BKJTIOYAET B ce0s MEPeXoabl M3 OAHOTO arperaTHOro cocTosHusA B Apyroe? Kyna
OTHECTH B TAKOM CJy4ae SBJICHUsI KOH(DOPMHOW cuMMeTpun? DTH U TTOJ0OHBIC
WM BOIIPOCHI €Ile KAYT OTBETOB.
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Puc. 6. «O6MeH» nopsgKaMi CHMMETPUH MEXK 1Y PAa3IMYHBIMU CTPYKTYPHBIMU YPOBHSAMHU —
OTJICTIBHBIMY KJIETKaMH (CJIEBa) ¥ KJIETOUYHBIM IJIACTOM KaK LIEJIBIM (CIIpaBa).

Jlpyroii acriekT Toii ke caMoii MpoOIEeMBbI — IMPOIIeCcChl «0OMeHa CHMMETPH-
SIMU» MEXKJY Pa3HBIMH YPOBHSIMH, KOTOPBIE MBI PACCMOTPHUM Ha MpUMEpe HEH-
PYJSIIUY 3apOJBIIIEH MO3BOHOUYHBIX (pHC. 6). MicXomHO coii HeHpOIKTOAECPMBI,
paccMaTprBaeMBbIii Kak LeJIoe, MPEICTaBIsieT COOOH T0CTaTOYHO OJHOPOAHBIN
Y TIPaKTHYECKH TIOCKUH, HO MOJIIPU30BAHHBIN B allMKO-0a3abHOM HaIlpaBJe-
HUU TUIACT, TPAHCISIUOHHYI0 CHUMMETPUIO KOTOPOI'0 MOXKHO BBIPAa3UTh CUMBO-
70oM (ag). CuuTas, 4TO OH CJIOKEH U3 KJIETOK OJHOPOIHBIX, OJIIPU30BAaHHBIX B
anuKo-0a3aJbHOM HAIMpPaBJICHUH, HO CHMMETPHYHBIX B MONEPEUYHOM K IIACTY
HaNpaBJICHUH, CHMMETPUS OTACIBHBIX KJIETOK BBIPA3UTCS CUMBOJIOM (@) = m
(puc. 6a). Cam mporecc HEHUPYIAUUN HAYUHACTCS C TOTO, YTO KJIETKH CKAIlH-
BatoTCsl (MX OOKOBBIE NMOBEPXHOCTH KOHBEPTHPYIOT Ha allMKaJIbHOW CTOPOHE),
TTOHMKAs TIOPS 0K CHMMETPHH JO0 MUHUMAaJTFHO BO3MOXKHOTO (/). CaM ke Iiacr,
paccMaTprBaeMBbIii B LIEJIOM, COXPaHSIET II0Ka HCXOAHYI0 (GOpPMY U HOPSIIOK CHM-
MeTpuu (puc. 66). 3aTeM KJIETKH BHOBb BO3BPAILIAIOTCSI IPUMEPHO K HCXOIHOMY
MOPSIAKY CHMMETPHH, TIOPOXKIasi IPH TOM MEXaHUYECKYIO CHITY, H3THOAIOIIY IO
IJIACT, U3-3a YEro Teneph MOoCIeAHNHN yTpaunBaeT CUMMETpHIO (puc. 68). Takum
00pa30oM, TIOBBIIIIEHUE MTOPSAIKA CHMMETPHH AJIEMEHTOB COMPSIKEHO C TOHIKE-
HUEM MOPsIKa CUMMETPHUH 1ieJ10ro u 00patHo. [Tono6HbIe mpoueccsl 1exar B oc-
HOBE NMPAKTUYECKH BCEX 3MUTEIHUAIBHBIX MOPPOreHe30B. AHAIN3 B TEPMHUHAX
TEOPUH CHMMETPHH HEOOXOIUM JJIs TPaBUIIBHOTO IOHUMAaHHS TUX IPOLIECCOB.
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CUMMETPU A, SHEPI'MA U DHTPOIINM A B ITPOLIECCAX PA3BUTUA

B ¢dusuke, ocobeHHO nMerolieit /1eno ¢ (ha30BbIMU MEepeXolaMu, YCTaHOBJIC-
HBI CTPOTHE COOTHOIICHUST MEX/Ty H3MEHEHHUSIMH TIOPSJIKA CHMMETPHH, CBOOO/I-
HO¥ »Hepruu u >HTponuu cuctemsbl (Goldenfeld, Kadanoff, 1999; Grzybowski
et al., 2009; Cademartiri et al., 2012). [lonnmMast, HaCKOJIFKO PUCKOBAHHO ITPOBO-
JUTH IPSIMBbIE aHAJIOTUU MEXAY (GU3NUECKUMU U OMOIOTHYECKMMH CUCTEMaMH,
MBI BCE K€ CUUTAEM TaKHe COMOCTABIICHHUS MTOJIE3HBIMU, IIOCKOJIBKY OHU TI03BO-
JSHOT TITy0)Ke TPOHUKHYTH B €Ille JaJeKHe OT MOJTHOTO MOHUMAaHUS MPOIECCHI
Ouosornyeckoro Mopdorenesa.

B cBs31 ¢ 3THM HaZ|0 OTMETUTH, YTO BHEJPEHHE OCHOBHBIX MTOJIOKEHHH TEO-
pUHM caMOOpTaHHU3aIUU B OMOJIOTHUIO — KOTOPOE B LIEJIOM HAJ10, KOHEYHO, TPUBET-
CTBOBATh — MPUBOJUT NOAYAC K YOKACHUIO O TOM, YTO OHMOJIOTHYECKHE CTPYK-
TYPbI TIOJTHOCTHIO UM MOYTH MUCKJIIOYUTENIBHO OTHOCSATCS K KaTErOpUHU JUCCHU-
naTuBHBIX (PomanoBckuit u ap., 1984). Takast Touka 3peHHsS UCXOJUT U3 TOTO,
YTO TIPOIECCHI, HAITPABJICHHBIE B CTOPOHY PaBHOBECHBIX COCTOSHHUN W COIMpPO-
BOXK/JIAIOIITHECS POCTOM DHTPOIMH W YMEHBIIIEHHEM CBOOOIHOW YHEPTHH MOTYT
OBITH TOJBKO JAECTPYKTUBHBIMH, TO €CTh BEIYIIUMHU K TOMOT€HH3AI[UH CUCTEMBI
(K TIpeeIbHOMY YBEITMUEHUIO MOpsiiKa ee cuMMeTpun). OIHAKO TaKoe 3aKJIo-
YeHHE OCHOBAHO Ha MOBEJICHUH PA3PEIKEHHBIX KHUJIKHX M Ta3000pa3HbIX TeNl U
B 1ICJIOM HECIPABEIIIMBO ISl KOHJICHCUPOBAHHBIX (a3 u it 000JI049eK, K KOTO-
pPBIM OHMOJIOTHYECKHE CTPYKTYpHI Hambosee Onm3ku. Kak 0coOEHHO SICHO Mpo-
SBIISIETCS B JKHJIKUX KPUCTAJIIAX, TIO MEPE TOBBIIIEHUS] KOHIICHTPAIMH YaCTHII
JBIDKEHHE K MUHIMYMY CBOOOIHOM SHEPrUH (M MAKCUMYMY SHTPOINH) BEACT HE
K TOMOT'€HHU3aIl1H, & K TIOCTPOCHHUIO JOMEHOB C MapajuIeIbHBIM PACIONIOKEHUEM
9JIEMEHTOB (HEMAaTHUKH) U K 00pa30BaHUIO IEPUOANUECKUX CTPYKTYP (CMEKTHKH),
TO €CTh K MOHWKEHUIO MOPSIIKA TPAHCISIIUOHHON CHMMETPHUU CUCTEMBbL. AHAJIO-
TUYHBIE SBICHUS OOHApYKeHBI M B oOoyoukax. Hamprumep, munuaHbie BE3UKY-
JBI TP OCMOTHYECKOW OTKauyKe M3 HUX BOJBI KaK MPABHJIO HE CMOPIIHBAIOTCS
PaBHOMEPHO, a MONAJal0T B «IOTCHLIHUATIBHBIC IMbI», COOTBETCTBYIOIINE Oosee
HU3KUM Topsiikam cummetpuu (Wintz et al., 1996) (puc. 7a). CummeTpust 1o-
HUKAETCS B pe3yJIbTaTe TeHJCHIINU K «KOHLIIEHTPAMH KPUBU3HBD) B MaJIbIX 00-
JacTsAX 000JI0YEK U PACHPSMIICHUS CBS3BIBAIONINX UX Y4aCcTKOB. K OHIKEHHTO
MOpsiZIKa CAMMETPHUH TIPH ABHKEHUU K PAaBHOBECHOMY COCTOSHHIO MOXKET IpPH-
BECTH M BO3pacTaHHe B 000JIOUKE JaTepabHOTO JaBJICHU S, IIPUBOJIAIIEE K TTepe-
XOIy 4epe3 HEeKOTOPYIO MOPOroByIO CpenHIo KpuBH3HY (Svetina, Zeks, 1991)
(puc. 76). B OTHOCHTENIBHO CIIOXKHBIX MEXaHHUECKHX CHCTEMaX, BKIIOUAIOIINX B
cebs nehopMHUpyeMble CTEPIKHU WIH (PparMeHTHl 000JI0YeK, CKPEIICHHBIE YIIPY-
TUMH CBS3SIMH C Hele(hOPMHUPYEMBIMU TIOITIOKKAMH, CTPEMJIICHHE K PABHOBECHO-
My (HarboJiee paBHOMEPHOMY) paclpeaciICHUI0 1e(OPMUPYIOMIIX CHJI IPUBEICT
K TIOHIKEHUTO TpaHCIAInoHHoH cuMMetpun (Green et al., 1996; Rennich, Green,
1997) (puc. 76). ABTOPBI HETTOCPEICTBEHHO CBSA3BIBAIOT ATH MPOIECCHI ¢ MOPQO-
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Puc. 7. [Ipumepbl NOHMKEHUS OPSIAKA CAMMETPUH IIPU IBUKEHUH K PABHOBECHUIO: @ — MHO-
roxy4eBble (OPMBI, BO3HUKAIOIUE U3 (OCHOINIUIHBIX BE3UKYJI IO HOHKCHHN BHYTPECHHETO
nasnenus (Wintz et al., 1997); 6 — nepexox ¢popm 1-5 ¢ cummerpueii 2 - m B popmsr 6-10 ¢ TOHU-
JKEHHOW cuMMeTpUel /- m Ipu BO3PACTAHUHU TAaHTCHLMAJIBHOTO JIaBJICHUS B MEMOpaHe MOJIEIIb-
HOH Be3uKyisl (Svetina, Zeks, 1991); ¢ — nmoHMKeHHE TPAHCISIINOHHON CUMMETPHH CIIOKHOM
MEXaHHUYECKOH CHCTEMBI ITPH €€ CTPEMJICHHH K paBHOBECHIO (Hanbosiee paBHOMEPHOMY pactipe-
JIEICHNI0 BHYTPEHHUX HANpsDKEHHI) Mpu JeHCTBUH JaTepaabHbIX CUI CXKAaTHS (TOPH30HTAIb-
uele ctpenkn) (Green et al., 1996).

YNpyTHe CBA3M CTEMHKHA C NOANOKKONR

TeHe3aMH PacTUTENbHBIX 3a4aTKOB. OOpaTUM BHUMAaHHE, YTO MOPSIOK TPAHCIS-
LMOHHOU CUMMETPHUU HUKAK HE CBSI3aH C paclpeAeiCHUEM BEPTUKAIbHBIX YIIPY-
TUX CBS3€l: OH OIpEeALIACTCA B IICPBYIO OUYEPECAb MEXAaHNYCCKUMU ITapaMEeTpaMu
CHUCTEMBI, a TAKKE I'PaHUYHBIMU YCIIOBUSAMUA — T'MOKOCTBIO COUJIEHEHUH C HEMoa-
BUKHOM CTEHKOM, MOKa3aHHOW Ha pUC. 76 ClieBa OT Ka)KJI0r0 U3 MpuMepoB. Boz-
MOYKHOCTH TTapaMeTPUUECKON PEryJIsAliny IOpsIKa CHMMETPHH 0oJiee TOAPOOHO
00CYKJTAl0TCS B CIISTYIOIIEM pasJiere.
OO0cyxaast 3TU MPUMEPHI, HE CIIEAYET YITyCKAaTh U3 BUAY, UTO MPH JBUKCHUN
K paBHOBECUIO HAJAO OTKYJa-TO CKATbLIBATLCHA, T.C. MPECABAPUTECIIBHO MOAHATHCA
JI0O YPOBHSI IOCTATOYHO BBICOKOTO DHEPreTUUYECKOr0 MOTEHITMaNa. MIMeHHo 3Ta,
9Hepro3arpaTrHasi BETBb IIpoIiecca M MOXET MOPOXKAAaTh, B YACTHOCTH, JHCCH-
MATUBHBIE CTPYKTYPHI, HAJTMYHME W OMOJIIOTHYECKOE 3HAYCHHE KOTOPBIX HEINb3s,
KOHEYHO, OTpuiiaTh. Ho MBI XoTenu Obl 00paTUTh BHUMaHUE Ha TO, YTO PAaBHO-
BECHBIC MAaKPOCKOIMYECKUE CTPYKTYPbI, 00pa30BaHUE KOTOPBIX MBI U Ha3bIBACM
17



MopdoreHe30M, BO3HUKAIOT, CKOPEE BCETro, Ha PEeIaKCaIllHOHHOW BETBH, TO €CTh
TOM, KOTOpas BeleT K paBHOBecHi0. O0e BeTBU — SHEpro3arpaTHas U peliakcaru-
OHHAs — TECHO CBSI3aHbBI MEXTy COOON M MOTYT JIaXe COCYIIECTBOBAThH OTHOBPE-
MeHHO. [[puMepoM MOXKET CITYKUTh YKE PACCMOTPEHHBIN BBIIIE TIPOIIECC HEUPY-
AUy, XOTS ATOT MPOIECC UICT TI0 peslakCallMOHHOMY My TH, OH TpeOyeT 3aTpa-
ThI SQHCPI'UM Ha NPCOAOJICHUC COITPOTHUBIICHUA OKPYIKAIOIIUX TKaHed. B kagecTBe
AHAJIOTUHM MOXKHO TPEJICTABUTh JBUKEHHE HEKOTOPOTO (PU3NYECKOTO Tesa BHU3
MO BSI3KOMY CKJIOHY. XOTsl 00lliee HAMpaBIICHUE JBMXKCHUS 3aJ1aHO pPelbeoM
(T. €. MIET B CTOPOHY MOHUMKEHUsST CBOOOHOM SHEPTUN), IS IPECOIOTCHUS BSI3-
KOCTH TpeOyeTcsi JONOTHUTENIbHAS CUJjla, XOTs Obl M HE BEKTOPU30BaHHASI (J[BU-
JKYIIIeecs TeJIO JOCTAaTOYHO TPSICTH WM NMPUIIOAHUMATh). Kak y’ke roBopuiocs,
IIpU 5TOM Ha YPOBHC OTACIIbHBIX KJICTOK IMOPAAOK CUMMETPUHU ITOBBIIIACTCA (T-ITO
1 BBICBOOOXKIAET MEXaHUYIECKYIO DHEPIHIO), 2 HA YPOBHE IEJIOr0 — MOHUKACTCS
(cucTeMa Kak IeJToe OCYIIECTBIIIET MOP(POTeHETUYECKUH MPOIIECC).

ITAPAMETPUYECKAS PEI'YJISAL WA TTOPSAJIKA CUMMETPUNA
B MOAEJIBHBIX OKCITEPUMEHTAX

Bbiiie yke ONMMChIBAIMCH IOHUKEHUS MOPSIKAa CAMMETPUU BO (hparMeH-
Tax SMOPHMOHAIBHBIX TKaHEH, TIO3BOJISIONINE MTPEATIONIOKHUTD, YTO ITOT IPOIECC
MOJKET PEeTyJIHPOBATHCH apaMeTPUIECKH, O€3 PeIBApPUTEIHHOrO 3alaHN Ka-
KUX-THOO0 crienu(pHUecKUX MPOCTPAHCTBEHHBIX MATTEPHOB. B 3TOM pasaene Mbl
Oosee MOAPOOHO PACCMOTPHUM MOJICIH, BOCIPOU3BOASIINEG NapaMEeTPUIECKYIO
PETYIISIIIMIO CAMMETPUN Ha OHOMOPGHBIX 00pa3iax.

M5! UCTIONIb3yeM MOCNh M3TrH0a AMUTETHABHOTO TJIacTa IO IeHCTBHEM
CHJT TAHTE€HIIMAJIFHOTO JaBJIeHUS Mex 1y ero kietkamu (Beloussov, Grabovsky,
2009). B kagecTBe MpOCTPAHCTBEHHO-OTHOPOIHBIX MAPAMETPOB B MOJICIH ITPH-
HuMarT: (1) kBaszu-anactTudeckyro cmry 0<W<I, criaxuBaromyr Ha KaxJI0M
mrare MoAEIMPOBAHMS JOCTUTHYTYIO KPUBU3HY; (2) H3THOHYIO KECTKOCTh, 00-
paTHO MPOMOPLHUOHAIBHYIO KOMWYecTBY N KMHEMaTHYECKN HE3aBHUCUMBIX dJIe-
MEHTOB TIJIacTa (4eM OOJIBIE TAKUX IJIEMEHTOB — TEM «MsTrde» TacT); (3) me-
pUOAMYECKUN XapaKTep NSUCTBUS CUJI TAHTEHIIMAJILHOTO AaBiaeHus. [Ipu Takux
YCIIOBHSIX, 3aITyCKasi U3 HEKOTOPOW TOYKH HJICaTbHO KPYTJIOro KOJbIA KIETOK
KpPYyTOBBIC BOJIHBI TAHT€HIIUAJIBHOT'O JaBJICHUS, MOYKHO MTOJYy4HUTh, B 3aBUCHMO-
CTH OT 3HaYCHUH MapamMeTpoB, IUPOKHL HAOOp aOCOMIOTHO YCTOWYUBBIX POPM
(BBIXOAIIMX HAa CTAIlMOHAp IOCJIEe HEKOTOPOro YHCIa MTEepaluil) ¢ pasHbBIMU
MOpSAIKaMH TIOBOPOTHON cMMMeTpuu. OKa3ajoch OHAKO, YTO B MPOCTPAHCTBE
mapaMeTpoB W u N 001acTH BOSHUKHOBEHHS dTHX (HOPM pasmeiacHbl 00IacTs-
MH HEYCTOWYHMBOCTH, B KOTOPBIX MallO€ «IIIEBEJICHHE» OHOTO M3 NapaMeTpOB
MPUBOANUT K PE3KUM M MPAKTUUECKH HEMPEACKa3yeMbIM U3MEHEHHUSIM (OPMBI,
MpUYEM MOPSIOK CUMMETPUHU OOJNBIIMHCTBA U3 HUX He mpeblmaet /. Hanpu-
mep, mpu N = 15 B quanazone 0,385 < W < 0,414 ycTo4ynBO BO3HHKAIOT (YOPMBI
cumMMeTpun 5 - m, B quanasone 0,415 < W < 0,443 nro6p1e hopMbI HEYCTONYHBBI
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Puc. 8. [TapameTpudeckast peryisusi CHMMETPHN Ha MOJICIBHBIX 00BEKTAX: @ — MOPSIIOK
CHMMETPHH 00BEKTOB C OTHOCHUTEIBHO 00MbIIOi M3rndHOit kecTkocThio (N = 15) kak ¢yHK-
1ust napamerpa W (CM. TEKCT), CIUIONIHAS paMKa orpaHH4YuBaeT obiacts 3HaueHUit W, COOTBET-
CTBYIOLIMX YCTOWYHMBOI 5-TyueBOil CHMMETpPHUH, MyHKTUPHAsI paMKa — 00JIaCTh HEYCTONYHBOI
CHMMETPHH C NEPUOAMUESCKIM BO3BPAIIEHNEM K 5-IIy4eBOH; 6 — HTEpPallly TOTO K& 3aKOHa Ha
3HAUUTENBHO Oosiee «MATKHUX» 00BEKTaX Cpa3y MPUBOAAT K MOITHONW JUCCHMMETPH3ALNH, Tpa-
BBl 00BEKT MOJIYYEH IPH YepeIOBAaHUY MaJIbIX U OOJBIINX 3HaYeHNH mapameTpa W; ¢ — cxema
000MX THIIOB JHCCHMMETPH3AINN.

(xOTs 5-;mydeBble MEPHOIMYECKN BO3HUKAIOT), a ipu W > 0,444 ycTOHYNBBIMU
cTaHOBATCS (popmbl cuMmMmeTpuu 4 - m (puc. 8a). Ilpu gocrarouno Gombmux N
(T. €. B 3a4aTKax, MATKUX HA U3TU0) NOPSAIOK CUMMETPHH Cpa3y MOHMKAETCS 10
1 (MUHYS MHOTOJIYYEBYIO CTa/IMI0). 3aaBast pa3IUvHbIC PSKUMBI yMECHBIICHHUS
W yBeiauueHus napamerpa W (HO COXpaHsis ero NpOCTPaHCTBEHHYIO OJHOPOI-
HOCTB) MOXKHO OBIJIO TIOIYYUTH TM00 OoJiee riaakue, TH00 CKiaadaTbie GopMEbI
(puc. 86). HezaBucuMoO OT TOro, UMHTHPYET UJIM HET TaHHASI MOJIENb peaibHbIe
MOp(OreHeTHYECKHE POLECChl, OHA IIOKA3bIBAET, YTO KaK YCTOHYMBOE, TaK U
HEYCTOMYHMBOE MOHMKEHHUE TOPSIKa CAMMETPHUH (BCETAA CBS3aHHOE C TEM, UTO
MBI CYMTAEM BO3pacTaHUEM MPOCTPAHCTBEHHON HEOTHOPOIHOCTH) MOXKET Pery-
JTUPOBATHCS POCTPAHCTBEHHO-OAHOPOJHBIMYU TIapaMeTpamMH.

3AKJIIOYEHUE

MBI BUieH, YTO 9BPUCTHYECKOE 3HAYECHHE Ja’Ke TPOCTEHIITNX CHMMETPUI-
HBIX IOKa3aTesiell Pa3BUBAIOIIMXCS OPraHW3MOB JaleKO BBIXOJUT 33 paMKH,
MPUBBIYHBIE JUISI KIACCHUYECKOW OMOJOTHH. YK€ OIHO JIMIIb KOPPEKTHOE MpH-
MeHeHue npuHiuna Kopu npuBoauT K GyHIaMEHTaIbHBIM BBIBOIAM O POJIH
HEYCTOWYMBOCTEH, a CIIEI0OBATEIBHO U CYILIECTBEHHO HEJTMHEHHBIX MPOLECCOB B
pa3BuTHH. [IOMHUHHpOBaHUE MTOCIEAHNX YKa3bIBACT HA BEAYIYIO POJIb IapaMe-
TPUUECKOH Perysaunu, KOTopasi, Kak ObLIO [I0Ka3aHO, MOXKET HEIOCPEICTBEHHO
BJIMSITH Ha MOPAIOK CUMMETpHH. be3 OLleHKM CUMMETPUHHBIX MOKa3aTesel He-
BO3MOKHO CYJIUTH O B3aMMOJEHCTBUHU Pa3HBIX CTPYKTYPHBIX YPOBHEH U peru-
CTPHUPOBATh HETPUBUAIBHOE SBJIEHUE «OOMEHa» TIOPSIAKAMU CHUMMETPUU MEXK Y
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ypoBHsSIMHU. HakoHer, 4pe3BbI9aiiHO Ba)KHBIM TMPEACTABIISIETCS COTIOCTABICHUE
CUMMETPHUITHBIX MEPECTPOEK C UBMEHEHHUSIMU CBOOOIHON SHEPTUH U/HITH SHTPO-
[AH Pa3BUBAIOIIMXCS CUCTEM. B 3THX Bompocax MEI elle JajJeKu OT MOJTHOH sic-
HOCTH, HO 0€3 MX PelIeHUs] HEBO3MOXHO OoJiee MM MEHee SICHOE MMOHUMaHHUe
pa3BUTHS OpraHu3MOB. HamoMHUM B 3aKJIIOYEHHUE, YTO U camble O0IIUe KPUTe-
pUHM HAYYHOTO TIOHMMaHHUS — 3a7aya HaXOXK/ICHUSI HHBAPUAHTHBIX 3aKOHOB IS
BO3MOJKHO O0Jiee ITMPOKOTO KPyTa SBJICHUH — CBSI3aHBI C HICHHBIMU OCHOBAMH
TEOPUU CUMMETPHH.
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SYMMETRY TRANSFORMATIONS
IN THE DEVELOPMENT OF THE ORGANISMS

L.V. Beloussov

We discuss the extent to which the basic concepts of the theory of symmetry can
contribute to the understanding of the principles of individual development of organ-
isms. The processes of reducing the order of symmetry, symmetry ratio of different
structural levels and “symmetry exchange” between them, the relationship between the
symmetry transformations, change of free energy and entropy in the course of real and
model morphogenesis are considered. The possibility of the parameter regulation of the
symmetry order is discussed.
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IIpeoOpa3oBanus cuMMeTpun — PyHAaMEHTAIBHBIC SIBICHUS B PA3BUTHH
1 3BOJIIOIUH MHOTOKJIETOYHBIX JKHBOTHBIX. IIpeoOpa3zoBaHust cUMMe-
TPHUM Ha KJIETOYHOM YPOBHE B XOJ/I€ OOTCHE3a U PAHHETO PA3BUTHS OIpe-
JETISII0T OCHOBHBIE OCH Oy/IyIIIET0 OpraHu3Ma, TOT/Ia Kak B MOCIIEAYIOIEM
pa3BUTHH MacmITad mpeoOpa3oBaHUil CHMMETPUH yMeHbIIaeTcs. [lomu-
MO TAaKHX KJIACCHYECKUX (OPM CHMMETpPUH, KaK TIOBOPOTHAs (pagualib-
Haf), 3epKanbHas (OmmaTepanbHas) M MEepeHOCHas (TpaHCIAIMHOHHAS), B
OmonornueckoM MopQoreHese MPOSBIACTCA MacIITaOHAsS CHMMETpPHS
(cummeTpus mono6us). B mpomecce ppakranpHOro Mopdorenesa u apy-
TUX TPOSBICHUN (PIyKTYHPYIOIIEH acCHMMETPHUH HapacTaeT xaoc. brmo-
JOTHYECKasl CHMMETPHS U ApPyTHe BapuaHThl MOP(HO(yHKIIMOHAIBHBIX
TTOBTOPOB — 3P PEKTUBHEIH crioco0 MophoreHe3a ¢ NCIOTb30BaHUEM TI0-
BTOPEHHS FTEHETUIECKHUX NTPOrPaMM.

BBE/IEHUE

[IpeoOpa3oBaHusi CHMMETPHH UTPAIOT KITFOUEBYIO POJb B OHOJIIOTHYECKOM
MophoreHese 1 Hen30eKHBI B pa3BuThU 1 3Botonuu (Bouligand, 1996; Minelli,
2003; Hirokawa et al., 2009; Li, Bowerman, 2010; Beloussov, 2012). [Tomumo Ta-
KUX KJIACCUYECKUX (POPM CUMMETpPHH, KaK IOBOPOTHAs (pajanalibHas), 3epKajb-
Has (OuyaTepalibHas) ¥ TMEPEHOCHAs (TpaHCHsIMOHHAs) cumMmetpus (Beiinb,
2003; Rosen, 2008; Beloussov, 2012), B OuosorudeckoM MophoreHese mnposis-
JAeTCsI MacIITaOHasl CHMMETPHS (CHMMETPHS TTOI00W ), BKITIOYAIOIIas U HEeIIN-
HeltHble peoOpazoBanus (3aperkos, 2009; Creroapt, 2007; Ypmanues, 2007,
Minelli, 2003). Ynucno paccmMaTpuBaeMbIX THIIOB CHMMETPUHU TIOCTEIICHHO pac-
LIUpsETCs, BKJIIOYas HelnHeitHble npeodpa3oBanus (LLlyOoHukos, 1960; Belins,
2003; Ypmanues, 2007; 3apenkos, 2009).

B xoze pa3BUTHS U 3BOJIIOLMKM MHOTOKJETOYHBIX dKUBOTHBIX HAOJIOAAFOT-
Csl CIIOKHBIE W 3aKOHOMEPHBIE H3MEHEHUsI cCMMMeTpuH ux Tena (bekiemures,
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1964; Minelli, 2003; Ypmantes, 2007.). Kak B oHTOreHe3€, Tak U B (UIOTCHE3E
HMEIOT MECTO NEPEXObl OT CUMMETPHU3ALHsl K AUCCUMMETPU3ALUS U B LIEJIOM
MPOLIECC CUJIBHO CIBUHYT B CTOPOHY AuccuMMmeTpusauuu (Ypmanues, 2007).

CTAHOBJIEHME OCEBO CUMMETPU OPTAHU3MA

VY wHcceoBaHHBIX MHOTOKIIETOYHBIX dKUBOTHBIX aHUMAaJIbHO-BEreTaTUBHAS
MONIIPHOCTH ST U TTepeTHe-3aTHs OCh OyIYIIeT0 OpraHu3Ma yCTaHaBINBACT-
Csl Ha OJTHOKJIETOYHOHM CTaJIMH, B XOZE OOTEHE3a HIIM BCKOPE MOCIe KOHTAKTa U
CIHUSTHUS TaMeT. Pa3InuHbIe OpraHU3MBbI HCIIONB3YIOT Pa3HbIE MEXaHU3MBI yCTa-
HOBJICHHMSI TIOJISIPHOCTH, HO BCE OHU 00ECIICUnBaIOTCS TIaBHBIM 00pa3oM CTPYK-
TypaMH LIUTOCKEJeTa; JIsl TOJSIPU3alii OOIUTa TpeOyeTcsi y4acTHe U aKTH-
Ha, ¥ MUKPOTPYOOUCK, a TAK)KE MHOKECTBA CUTHAJIBHBIX cucTeM KJeTku (Li,
Bowerman, 2010). Xopomio u3y4eH MeXaHHW3M CTAaHOBIJICHHUS TepeaHe-3aHel
nonsipHocTH y Hemetoasl Caenorhabditis elegans: B TOM cllydae MOJSPHOCTH
nerepMuHupyetcs BxoxkaeHueM crepmus (Goldstein, Hird, 1996). AkTuHOBEIC
¢unaMeHThl 1 MUKPOTPYOOUKH KaK KOMIIOHEHTBI IUTOCKEIETa KOHBEPTUPYIOT
HaYaJbHYI0 aCHMMETPHIO B MIIO0ATBHYIO KIETOYHYIO TOJSIpHOCTD. [lomsipuzo-
BaHHAs KJIETOYHAS ApXUTEKTOHHUKA OTPEAEIAeT YCTAHOBICHIE SMOPHOHAIBHBIX
oceii (Li, Bowerman, 2010). Takum 00pa3om, ITUTOCKEINET Sii11a PyHKITHOHUPYET
KaK TII00albHbI MOP(OreHETHYECKHI JIeTePMUHAHT, HAIIPABISIOMANA U TTOJI-
JCp)KUBAIOIINN aHU30TPOIHUIO MOJEKYIISIpHOW MHPOPMAIUH, pacipenesieHHOMI
B 0OILJIa3Me U JISTEPMUHUPYIOMIEH 0CEBYIO MOJSIPHOCTH sILA U OyAyIIero opra-
HU3Ma; WHTETpabHAs peaKlus MOJISIPU3AUU SUIEKISTKH pa3pyuiaet ee che-
puueckyio cumMeTtpuio (Mcaera, 1994; Isaeva et al., 2008).

[Nonspuzanus AWLIEKICTKH B OOreHe3e oOecreynBaeTcss MHOrMMH (pakTopa-
MHU, BKJIIOYas TIOJIOKEHUE OOLIMTA B MATEPUHCKOM OpraHU3Me, Y4acTHE B OOTCHE3e
BCIIOMOTaTEIIbHBIX KJIETOK, HarpuMep, TPOGOIUTOB U (POJUTUKYISIPHBIX KJIETOK,
pacnpenenieHue MUTOIIa3MaTHUECKUX CTPYKTYP M HKEJITKA, PETHOHAIBHYIO JKC-
mpeccuro TeHOB B xoie ooreHesa (Niisslein-Volhard, 1991; Gilbert, 2006). Koptu-
KaJIBHBIN CIIOM SHTICKICTKH — HOCHTENb TpoMopdoiorun, nHGOpMAITUH O TIPO-
CTPaHCTBEHHOH OpraHM3aIliy OyAyIIero OpraHu3Ma B BUE CUCTEMBI MOP(OreHe-
TUYECKHUX (PAKTOPOB, OMPEACISIONINX MMOJISIPHOCTh M CAMMETPHIO SIIIa i KOHTPO-
JTUPYIOUIMX HavaJlbHbIe ATaIlbl (POPMUPOBAHUS CTPYKTYpHI 3apoabiia (Davidson,
2006; Gilbert, 2006). «MarepuHcKasi aHH30TPOIHUS» OOIIA3Mbl WHHIIUUPYET
CeU(HUKAINIO TOMEHOB Pa3BUBAIOIIETOCS 3apOJbIIIa; 3TO O3HAYAET, YTO SUI0
COZIEP)KUT W HA4YaJIbHBIE YCIIOBHUS, M MIPOTPaMMy, HEOOXOAUMYIO T 00paboTKH
MaTepUHCKOW aHW30TPONHUH W €€ TPAHCISIHUHA B JAu((EepeHIIHAIBHYI0 TeHHYIO
JKCIpecculo, criennduranunio u tuddepennuanuro kiaerok (Davidson, 2006).

Hamnpuwmep, y apo3zo¢uist PHK rena bicoid nocrynaer B pacTyuuii OOIUT
13 TpoOIHUTOB, TOTAA KaK MPOAYKT reHa nanos TPAHCIIOPTUPYETCs U3 QOILIU-
KYJSPHBIX KJIETOK. Y OOJBIIMHCTBA )KUBOTHBIX CHHTE3 TTOI0OHBIX OEITKOB-MOP-
(horeHOB OCYMIECTBIISIETCS CAMHM OOIIMTOM, OCOOEHHO OOTeHe3e 0e3 ydJacTus
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BCTIOMOTATENbHBIX KJIETOK. OMHAKO M B TeX CIIydasx, Korma mojekyiasl PHK
MTOCTABJISIOTCS B OOITUT BCIIOMOTATEIbHBIMH KJIETKaMH, KaK 3TO TPOUCXOIUT Y
Jp030(hUIIBL, IPOCTPAHCTBEHHOE pacIpelieieHne MOJISKYJISIPHON HH(OpPMAIIHH,
3aJlal0lIed OCeBYIO MOJSPHOCTH OYAYIEro opraHu3Ma, KOHTPOIUPYETCsl KOM-
NOHEHTAaMU JIBUTATEeNIbHON CHCTEMBI OOLMTA, C MOMOIIBI0 KHHE3UHA U JHHEH-
Ha, MOTOPHBIX OEJIKOB CHCTEMBI MUKPOTpyOoueK. CTaOMIBHOCTH JIOKATN3AIIHH
MPOAYKTOB T€HA 1anos, a TakKe APYTHX KOMIIOHEHTOB TOJSPHOHN TIa3MBbl, Ha
3a/THEM KOHIIE OOIIMTa OOECIIEYMBAETCS AKTHHOBBIM ITUTOCKEIETOM OOIUTA.
I'papuent OenkoBoro mpoaykra reHa dorsal, TpaHCKPUILIMOHHOTO (akTopa,
OIPEIEeIIONIET0 JOPCO-BEHTPAIBHBIN TPAJHEHT, CO3JacTCsl B pe3ysIbTaTe B3a-
UMOZICHCTBHS (DOJUTHKYIISIPHBIX KIJIETOK C OOLUTOM, MPH YYaCTHH MPOIYKTOB
npyrux reHos (Gilbert, 2006).

[lepenne-3aquuil rpagueHT KOHIICHTPAIIUH OCITKOBOTO IMPOAYKT T'eHa bicoid
y paHHUX AIMOPHOHOB JPO30(HIIBI KOHTPOIUPYET 3UTOTHYECKYIO aKTHBAIIUIO
rena cermentanuu hunchback (Niisslein-Volhard, 1991; Gilbert, 2000). OceBas
MOJISIPHOCTH OOUTA U S )KUBOTHBIX IPOSIBISETCS B MOHHBIX ITOTOKAX, TeHE-
PHUPYIOIIKX BHEKIIETOUHOE AutekTpryaeckoe nose (Nuccitelli, 1984).

Jlopco-BeHTparbHasi 0Ch MOKET OBITH OIpeieNieHa 10 OMJI0A0TBOPEHHUS (KakK,
HaTrpuMep, y Apo30(uisl), B X0/Ie OIJIOAOTBOPEHHS, KOT/IAa MECTO BXOXKICHUS
CIepMUSI OTIPEACIICT JOPCAIBHYI0 CTOPOHY (KaK 3TO MPOUCXOIUT Y aMpuOnid
W acuuauii), 1100 B X0/1€ paHHEro APoOJICHHS, KAK Yy MOPCKUX €XKeH ¢ IIaHKTO-
tpoduoit muumnkoi (Raff, Raff, 2009; Minelli 2003). Ilepepacnpenencure u
JIOKaJU3alus B 001ia3Me (pakTopoB, OMPECIISIONINX Cy/ 150y PETHOHOB S U
OyAyIIero 3apojbIiia, 3aBUCAT OT MOJISAPHU3ANNN CUCTEMBI IIUTOCKEIETa U MEXK-
KJIETOYHBIX KOHTAKTOB M MOTYT ITPOUCXOIUTH HE TOJIBKO B MIPOIIECCE OOTeHE3a,
HO M IOCJIe KOHTaKTa FaMeT B XOJIe 0OIIa3MaTHUYECKOW Cerperannu, a TaKxe B
paHHEM Pa3BUTHH.

[IpoHUKHOBEHUE ClIEpMUS 3aIlyCKaeT LEJIbld KacKaj sSBJICHUH, MOIUDUIU-
pytromux opranm3anuio koprekca (Kirschner, Gerhart, 2005). ITpu mporuKHOBE-
HuH criepMust y uriiokokuXx (Kyozuka, 1993) u mermu (Johnson, Maro, 1985) Ha
MTOBEPXHOCTU SHUIEKJIETKH 00pa3yeTcsi KOHYC OIUJIOJOTBOPEHHUS 3a CUET TOJIH-
MEpU3alHUN aKTUHOBBIX (PMIAMEHTOB. Y MOPCKOTO €Xa Ija3MaTHYecKask MeM-
OpaHa criepMusi ”HTETPUPYETCs B IJIa3MaTHUECKYI0 MeMOpaHy siflia, ocTaBasich
JIOKaJBHBIM ISITHOM, MAPKUPYIONIMM TOYKY TPOHHUKHOBEHUS CIIEPMUS, B XOJIE
npobnenus (Kirschner et al., 1980; Shapiro et al., 1981). Beaen 3a cnustauem
raMeT MBIIIH OTAENIETCS TOJISIPHOE TENbIIE, M B KOHTAKHOW 30HE TaKKe KOHIICH-
Tpupyercs akTuH (Johnson, Maro, 1985) u ciekTpuH, 6€J10K, aCCOLIMUPOBAHHBIH
c aktunoM (Reima, Lehtonen, 1985). Takum 00pa3om, KJI€TOUHbIE KOHTAKTHI U
JIOKaJbHBIH TOPSIOK TPOHUKHOBEHHSI CIIEPMUS OKa3bIBaeTCs CBA3aHHBIM C WH-
TErpajbHBIM MOPSIIKOM SHIIa, 3UMTOTHI U Pa3BUBAIOIIECTOCS OpraHU3Ma.

Y XOpHOBBIX BTOPOE pa3pylIeHNe CHMMETPHH STUIIEKIETKH, OMpeesiomnee
JIOPCO-BEHTPATBHYIO OCh SHIla M Pa3BUBAIOIIETOCS OPraHW3Ma, TPOUCXOTUT
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BCJIEZ 3@ IPOHUKHOBEHUEM CHEPMUs. DTOT MPOLECC pa3pyLIeHUs CUMMETPUH
BOBJICKAET AaCHMMETPHUYHBINA IMMOTOK KOPTHKAIbHON akTHHOBOH ceTu (Mullins,
2010). ¥V amdubuii KOpTEKC OCEMEHEHHOTO silla PECTPYKTYpUPYETCS CO CMe-
LIEHWeM MUTMEHTAa B aHUMAaJbHYIO 00JaCTh U MOBOPAYMBAETCS OTHOCHUTEIBHO
BHYTpEHHEH ooruia3mel ¢ popmupoBanneM ceporo cepna (Kirschner, Gerhart,
2005). ¥V acumauii mocie MPOHUKHOBEHMS CIIEPMUS SKEITBIM MUTMEHT Iepe-
MEILAeTCsl K BEreTaTMBHOMY IONIOCY M 3aTeM (OpPMHUPYET TaK Ha3blBAEMBIi
JKEIITBIN cepll HuKe dkBaTopa (Sawada, 1988). lrak, mepecTpoiika 0omia3mMsl y
XOPAOBBIX, MHAYLHPYEMasi CIUSHUEM IaMeT, ONPEACIISIHT 10PCO-BEHTPATIbHYIO
MOJSPHOCTH OYyAYLIEro YKUBOTHOTO.

Mexay pasiuYHbIMU TAaKCOHAMH JKHBOTHBIX CYIIECTBYIOT 3HAYHTEIbHBIC
pasnuuus BO BpeMeHH GOPMUPOBAHUS IOPCO-BEHTPATLHON OCH CHMMETPHH 0Y-
IYILIEro opraHu3Ma, HHOTZIA AaKe Y POACTBEHHBIX OpraHu3MoB. [loka3aHo, 4To
Y MOPCKHX €Xel C JINYUHOYHBIM PAa3BUTHEM TOJIBKO aHUMAaJIbHO-BEr€TaTUBHAS
0Ch OmpeAeisieTcs MaTepuHCKUM 3(h(HeKToM, TOoraa Kak opajbHO-adopaibHas
(mopco-BeHTpajbHAsE) OCh M 3aTEM JICBO-TpaBas OCh JETEPMUHHUPYIOTCS y 3a-
poneima. Y Mmopckoro exa Heliocidaris erythrogramma ¢ IpsIMBIM pa3BUTHEM U
aHUMAaJIbHO-BEI'€TaTUBHAS, U JOPCO-BEHTPAJIBHON OCH OIPEAEIIAIOTCS 10 OILIO-
TOTBOPEHMUS, oA MaTepuHCKUM KoHTpoiieM (Raff, Raff, 2009). O6unne sxentka
B SIMIIEKJIETKAX, 00ECICUnBaIOLIee YCKOPEHHOE JEHUTOTPOPHOE pa3BUTHE, MO-
JKET BOBJICKATh T'€TEPOXPOHUIO, BKIIOUAIOLTY O AETEPMHUHALIMIO B XOJ€ OOTreHe3a
HE TOJBKO MEpeHe-3aJHETO OCEBOT0 MAaTTepHa, HO TaK)Ke J0PCO-BEHTPAIBLHOTO,
a MHOTJIA ¥ JIaTepalIbHOH aCHMMETPHUH TJIaHA CTPOCHUSI.

Tpanchopmanmy cHMMETPHH NI JAIOT HAanOoJIee BaXKHYI0 MOP(OTCHETH-
YEeCKY0 MH(POPMAIHUIO, IeTEPMUHHUPYIONIYI0 OCEBOI MaTTepH OyAyLIero opra-
HusMa. Takum oOpazom, oomiazma siiiia U 3UroThl 00JIaZaeT 1OJITOBPEMEHHOM
HEOOpaTHUMOH SMUTEHETHYECKON MaMAThI0, TOJOOHOW UMIIPUHTHHTY.

METAMEPUA: TPAHCJIALIMOHHA AL CUMMETPU A

TpancasunonHas (MEpeHOCHAs)) CUMMETPHUS HMMEHYETCs OHoioramMu Me-
tamepuerr (bexnemumes, 1964; Beiinb, 2003; Minelli, 2003; Fusco, 2005; 3a-
penkoB, 2009). BoTbIIMHCTBO MHOTOKJIETOYHBIX KUBOTHBIX CETMEHTHUPOBAHBI
BIIoJIb niepenne-3anueii ocu. Cermenranust Annelida, Arthropoda u Chordata
0azupyeTcst Ha TPAHCIISIUOHHON CHMMETPHUH C TIOBTOPEHUEM CETMEHTOB BJIOJIb
ocu tena (Minelli, 2003). Peske mepeHOC COIMTPOBOXKAAETCS MPOIOTHHBIM CKOJIB3-
SIIUM OTPAKCHHEM, KaK, HAIpUMep, y TOOETroB PaCTEHHI U HEKOTOPBIX BBIMEP-
mux OnnarepaibHbIX )KHBOTHBIX (Manuel, 2009; 3apenkos, 2009).

CermMeHTBI pacCMaTPUBAIOTCS OOBIYHO KaK MOJIYJIH TEJa, YaCTO SBIISIFOIIIHECS
CKEJICTHO-MBILIICYHBIMU CTUHUIIAMH, UCTIOIb3yeMbIMH TIpu ABMKeHnH (Minelli,
2003). Uaest MOy TbHOM OpPTaHU3AINN HCIIOJIH30BAHA B MPEACTABICHUIX O ME-
TaMepuH, oJuMepu3anuu u onuromepusanun (orens, 1954). Kak u3BecTHO,
MHOTHE 3BOJIFOIIMOHHBIC MPeoOpa3oBaHus TUIaHA CTPOCHUS Tela CBSI3aHBI C
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YMHOKEHUEM YacTel Tena, MoJInMepHr3aliiei, 9To CO3AaeT H30BITOYHOCTD dJIe-
MEHTOB U JIeJIaeT BO3MOKHOM MX IMBEPTEHITUIO U TIOCIEAYIONIYIO OJTUTOMEpH3a-
LU0, JISKAIIYIO B OCHOBE IIPOI'PECCUBHOM IBOIIOIIMKA MHOTUX Metazoa.

CerMeHTBI MPEACTABISIOT COOOM TaKXKe CIUHUIBI pa3BUTHA. MuHemu
(Minelli, 2003) onpenesisieT mporecc CErMeHTaINK KaK Mmojipa3ieiecHue SMOpH-
OHAJIBHOTO TTOJIA Ha OT/AEIbHBIC TIOMYJISIIIUU KJIETOK (COMHUTOMEDPHI Y XOPIOBBIX),
JUHENHO pacrojiararoiyecs BAOJb MepelHe-3aJHell ocu Tena. Y KOJIb4aThIX
YepBel W XOP/OBBIX CErMEHTAIlsl 0a3upyeTcs Ha pas3/elieHHH Me30JEPMBbI, y
YJIGHUCTOHOTHX OHa MepBUYHO 3KkToaepManibHas (Minelli, 2003). V xopaoBbix
MIPOSIBIISICTCS U JPYTOW THUIT CETMEHTAIUH, CBSA3aHHBIN C MOJIPA3/ICICHUEM IJI0-
TOYHOTO OTJIEJIa SHTOAECPMBI U 00pa30BaHUEM KaOepHbIX Iiesiell. CerMeHTaIust
OHTOACPMBI OTHOCUTEJIIBHO pEAKaA. B Pa3HbIX TAKCOHAX JKUBOTHBIX ITPOABIISACTCA
pecerMeHTanus u rereporeHHas (reTepoOHOMHas) CerMeHTaIusA. Y 1IeJIoro Kiiac-
ca wieHHCTOHOTHX, Diplopoda GOMBIIMHCTBO CETMEHTOB HECET JBE IMaphl HOT Ha
«aummiocoMuty» (Minelli, 2003).

[onpasznenenue SMOPHUOHANILHON TKAHM HA CEPUIMHO TTOBTOPSIOLIUECS Cer-
MEHTBI — (YHJaMEHTaJIbHBIH MPOIECC Pa3BUTHUSI XOPAOBBIX; MOBTOPSIEMOCTH
CTPYKTYp CKelleTa, HEPBHON M MBIIIEYHON CHCTEMBI TIO3BOHOYHBIX Oazupyercs
Ha MeTamepuu coMuToB. COMHTHI — MapHbIE SMUTETHATbHBIE C(ephl, OTIIOU-
KOBBIBAIOIIHMECS OT HeAu(PepeHInPOBAaHHON TPECOMUTHON Me30/epMBbI, Pop-
MHPOBAHUE KOTOPBIX OIMPEHEISACTCS «MOJICKYJISIPHBIME YacaMu» C TEPUOH-
YECKHU MOBTOPSIONICHCS dKCIpeccuel onpesesieHHoro Habopa reHoB (Aulehla,
Pourquié, 2010; Oates et al., 2012). CermeHTamusi 3apOAbILIICH MO3BOHOUHBIX
KOHTPOJIMPYETCS CI0KHOM Fr€HEeTUYECKON CEThI0, TEHEPUPYIOIIEH JUHAMUYHY IO
TEHHYIO0 IKCIIPECCHUIO C CeTrperariei Kak10i Mocieayoei mapsl COMUTOB 4e-
pe3 peryisipHble UHTEpBaIbl BpEMEHH OT IpecoMUTHOU Me3onepmbl (Aulehla,
Pourquig¢, 2010; Oates et al., 2012). Y 103BOHOYHBIX COMHTOT'CHE3, TICPBUYHAS
CErMEHTAaIM MapaKCHaIbHONH ME30JIEPMbI CBS3aHA ¢ MOJICKYJISIPHBIM OCIUJLISI-
TOPOM, «4acaMHu cerMeHTanuu. Yachl UAYT CO CKOPOCTHIO OAMH COMHUT 3a 30
MHHYT Yy peIOKH-3¢0pbl 1 32 90 MUHYT y Kypuroro 3aposasima (Minelli, 2003).
Ocnuupyroniasi TpaHCKPHUIIITHOHHAS AKTHBHOCTH HA00PA «IIMKINYECKUX) Te-
HOB HalJIcHa B IIPECOMUTHON Me30/IcpME BCEX HCCICIOBAHHBIX MTO3BOHOYHBIX.
Yacnl CCIMCHTAllMU — OCHWJIIIMpPYIOLIasa IeHETUYCCKasd CCTb, yHpaBJIAOLIasi
PUTMHUYHBIM IOCJICAOBATCIIbHBIM IOAPA3ACJICHUEM Ha COMUTDBI yI[JII/IHHIO]_[IeI‘/'I-
cs1 ocu Tena SMOproHOB T03BOHOYHEIX (Aulehla, Pourquié, 2010; Oates et al.,
2012). CurnanbHble TyTH MEXKJIETOYHOH KomMyHuKaruu Notch m Wnt ompe-
JIENISIIOT MPOCTPAHCTBEHHYIO MEPHOANYHOCTH (popmupoBaHus coMmuToB (Lewis
et al., 2009; Aulehla, Pourqui¢, 2010; Oates et al., 2012). Y pa3HbIX BUJOB IO-
3BOHOYHBIX MPOABJIACTCA HUKJIWYHAA aKTHUBHOCTDb Pa3HbIX I'€HOB, JIMIIbL OPTO-
JIOTY TeHOB ToMeo0okca Hesl u Hes7 TUKIINYHBI Y BCEX MCCIICIOBAHHBIX BUJIOB,
BBI3BIBAs MIPE/IOJIOKEHIE O TOM, YTO ATH T€HBI — YaCTh YaCOBOT'O MEXaHHU3Ma
CerMeHTAaIlNH aHIeCTPabHBIX TT03BOHOYHBIX (Oates et al., 2012). BersiBnen MHO-
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TOKPaTHO TMTOBTOPSIEMBIH IIKJI SKCIIPECCHH T'eHa ToMeo0oKca Hes7, KOMUPYIOIIe-
T0 TPaHCKPHUIIIIUOHHBINA pernpeccop, KOTOPbI (PyHKITMOHUPYET Kak 3 dexTop
curanbHOM cucteMbl Notch. Ocmmisiiius Hes?7, BKiItO4aromas meTiao OTpH-
LATEIBHOM OOpaTHOW CBSI3U, MO-BUIAMMOMY, CIYKHT MOJICKYJISIPHON OCHOBOM
yacoB comuTHOH cermenTaiuu (Lewis et al., 2009; Oates et al., 2012).

OcHuuIMpyoIIasi aKTUHBHOCTb TPAHCIUPYETCS] B MEPUOAMYECKHE M3MCHE-
HUSI CyIbOBI KJIETOK, TPYTIITUPYIONIUXCS B KOTOPTHI, (DOPMHUPYIOIIHE 3aTEM CO-
MHUTHI. Tak 9ackl MOJNEKYISIPHON CErMEHTAIINH ONIPEIEISAIOT IEPUOANTHOCTS I10-
BTOpsieMoro Mopdoreneruueckoro npoiecca (Oates et al., 2012).

[Nonmy4eHb! qaHHBIC 00 OCITUJUISIIUU OTACIBHBIX KJICTOK MIPECOMUTHOM Me-
30/IepPMbI, CBUJICTEIIBCTBYIOIINE O CYIICCTBOBAHUHU OJHOKJICTOUHBIX OCI[HJIIS-
TOPOB B OCHOBE 4acOB cerMeHTanuu. [1okazaHo, 4TO JUCCOMMALIMS KJICTOK Mpe-
COMHTHOH Me30[IepMbl MBIIIIA HE pa3pylIaeT WHIWBHIYATbHBIX OCIIHILISAIIHH,
HO BEJIET K IOTepe CHHXPOHHOCTH Mex Ay kiaeTkamu (Oates et al., 2012).

VY 4WIEHUCTOHOTMX MATTEPH CErMEHTALMU PA3IU4YCH U KOHTPOIUPYIOIIUE ¢
IFeHeTHUYECKUE MeXaHU3MbI pazHooOpa3Hel (Minelli, 2003; Fusco, 2005). ¥V apo-
30()MJIBI CEIMEHTHI TeJIa BO3HUKAIOT IMOYTH OJIHOBPEMEHHO, Yallle K€ CerMEHTBI
YIEHUCTOHOTUX (POPMHUPYIOTCS TOCIIEA0BATENHHO B TIEPEIHE-3a/THEM HalpaBie-
HUUW U3 30HBI POCTa, aHAJIOTUYHO cOMHUTaM mo3BoHOYHBIX (Minelli, 2003; Fusco,
2005; Kopuaruna u ap., 2010). CermeHTauus B pa3BUTHH TapakaHa Periplaneta
americana BOBJCKACT MEXaHU3M, IMOJIOOHBII TAKOBOMY TIO3BOHOYHBIX, BKJIHOYASI
nukinyeckyro akTuBHOCTH Notch (Pueyo et al., 2008). CxoicTBO ¢ cermMeHTaIuei
ITO3BOHOYHBIX BEMIET K MPEATIONOKCHHIIO 00 OTIOCPEIOBAHHOM CUTHAIBHOMN CHCTE-
Mmoii Notch cermenTanmm kak ApeBHEM MeXaHW3ME Pa3BHUTHS, yHACIETIOBAHHOM
OT 00IIIero mpeakKa HACEKOMBIX M M03BOHOYHBIX (Pueyo et al., 2008). Bersasien
M3MEHSFOIUICS MATTEPH TeHHON SKCIpPecCuy cUrHajdbHOTO ImyTh Notch B mpe-
CErMEHTHOM 30HE MPENCTaBUTENIEH HACEKOMbIX, MHOTOHOKEK U mnayka. [Toka3za-
HO, YTO B pa3BUTUU )KyKa Tribolium castaneum reu odd-skipped, cy1iecTBEHHBIH
JUTSL YIUTHHEHUS 3apOJIBIIICBON MMOJIOCKH U CErMEHTAIUU, OCHMILIUPYET C JIBYX-
CEerMEHTHOH MepHUONYHOCTHIO0 OK0I0 95 MuHYT (Andres et al., 2012).

CermeHTalys Tela MHOTOHOXKEK, 33 MCKJIFOUEHHEM MAaJjoro Yucia Mepei-
HUX T'OJIOBHBIX CEI'MEHTOB, 00YCIIOBJICHA MOCIIEIOBATEIbHBIM MEXaHH3MOM 00-
pa3oBaHusl MOP(OJIOTMUYECKUX €UHUIl CETMEHTAIMU M3 3aJHEH 30HBI POCTA.
IToxazano, 4TO TeH, POACTBEHHBIN 0dd-skipped, TMHAMITHO SKCIIPECCUPYETCS C
JByXCErMEHTHOH TIePUOJUIHOCTHIO B POCTOBON 30HE MHOTOHOXKKH, UTO MOXKET
CBHUJIETEIILCTBOBATH O BEICOKOM KOHCEPBATHU3ME YaCOB CETMEHTAIIUH Y apTPOIIOJ
(Fusco, 2005; Andres et al., 2012).

OcTaeTcsi HeSICHBIM, UMEET JIX YaCOBOM MEXaHU3M CErMEHTAIIMH T03BOHOY-
HBIX U apTPOINOJ 00Iee MPOUCXOKICHNE WM BO3HUK He3aBUCHMO. M3yueHue
CErMEHTIIMM MHOT'OHOXEK BEJCT K MPEANOJIOKEHUIO O TOM, YTO IATTEPHBI Cer-
MEHTAIMU — PEe3yJIbTaT MHOTOCIIOWHOTO MPOoIlecca Pa3BUTHS, B KOTOPOM T€HHAS
AKCIPECCHsI U SITUTCHETHUECKHIE MEXaHN3MbI B3aNMOCHCTBYIOT HEPAPXUUECKH.
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3aqHss 30Ha, BO3MOKHO — 30Ha IPOAYKIIMH IIEPUOAMYECKOr0 CUTHAJA, HO CKO-
pee «opra"mu3aTop cerMeHTaIuny, ueM «reHepatop» (Fusco, 2005).

Takum oOpa3oM, uTepanuu (IIOBTOPBI) MpPU TPAHCISALUOHHOH CHMMETPHUH
KOHTPOJIMPYIOTCS OCHMIIITUPYIOIIEH F€HHOM dKCIIpeccuei, 1 MOJIEKYJISIpHbIE OC-
OUJIIATOPBI MPEACTABIAIOT O6].[IYIO YepTy CCrMCHTAINU PA3JIMYHBIX ) KUBOTHBIX.

MACHITABHAA CUMMETPUA

MacmrabHasi CHMMETpPHST TIPOSIBIIIETCS MPH (PpaKTaaIbHOM MopdoreHese.
MHorue OHONIOTHYECKHEe CTPYKTYPBI U MPOIIECChl XapaKTepPU3yTCs CBOMCTBA-
MU (ppaKTanoB: MaclITAOHOW MHBAPHAHTHOCTHIO (CaMOIOA00UeM) U (paKTalb-
HOH pazmepHocThio (Mandelbrot, 1983; Weibel, 1991). ®pakranbHas reomeTpus
MIPOBO3IIIAIIICHA IPUHITUTIOM Jr3aiiHa )KuBeIX oprann3moB (Weibel, 1991). Mac-
mTabHass CHMMETPHSI IMEHYETCSl TaK)Ke CHMMETpHeH MoJo0us 1 CHMMEeTpHUeH
pacmmpenus (Illyorukos, 1960; Beiinb, 2003; Ixan, 2006; CtetoapT, 2007; Yp-
Man1eB, 2007; 3apenkos, 2009.)

MacmTaOHOH cUMMeTpueil XapakTepus3yloTcsi (pakTajbHBIE, HepapXu-
yeckue ¢opmbl (Mandelbrot, 1983; JIan, 2006; Cteroapt, 2007). Tom (2002)
paccMaTpuBaeT PpaKTalbHBIC TUCKPETHBIE MHOKECTBaA (Hanmpumep, KanTtopa) u
BETBSIINECS MHOYKECTBA KaKk 0000IIEHHBIE KaTacTPOQbI CII0KHON MOPHOIOTHH.

BerBnenue QpakTanbHBIX CTPYKTYP — BaXKHBIM MEXaHU3M MoOpQoreHesa
MHOTOKJICTOYHBIX JKHBOTHBIX U pacTeHU. MaciitTaOHasi CHMMETpPHS, CaMOIIO-
noOue — TUIMYHas YepTa ppaKkTaibHOro MopdoreHesa.

KosonuanbHble )XMBOTHBIC C IMOBTOPSIOIIUMUCS MOAY/IbHBIMH 3JIEMEHTA-
MH — (paKTaIbHbIe OpraHu3Mbl. DpakTanbHble CTPYKTYPBI OOBIYHBI HE TOJIBKO
JUISl CEIEHTAPHBIX KOJOHUAJLHBIX OpraHU3MOB. BHYTpH opraHu3ma >KHBOTHBIX
BETBSIINECS CTPYKTYphl He cTosib oueBHHBI (Davies, 2005), HO y OoybIIUH-
CTBa MHOTOKJICTOUHBIX )KUBOTHBIX OPraHU3M 3aIOJHCH TAKUMH BETBSIIUMHUCS
(pakTagbHBIMU CUCTEMaMH, KaK JbIXaTeJIbHAS, BBIJCINTEIbHAS, KPOBCHOCHAS,
numbaTudeckas. DopMUpOBaHUE BETBAIIUXCS OPOHXHMAJBHBIX (DpaKTaIbHBIX
JIEPEBBEB — KJIACCHUYCCKUM mpuMep dpakTairbHOro Mmopdoreneza (Mandelbrot,
1983; Metzger, Krasnov, 1999; Fleury et al., 2005).

BeTtBieHre MakcHMU3HPYET OO0 IO/ b KOHTAKTa MEKTY CTPYKTYPOM
U OKPYXCHHEM M JaeT YIaKOBKY JTOW KOHTAKTHOW 00JIACTH B MaJiOM 00beMe,
T.€. OpPraHU3M I0JydaeT HeKoTopoe QyHKIMOHANBHOE TpeumyniecTBo (Mcaea
u op., 2004, Ucaesa, 2005, 2009; Davies, 2005; Isaeva et al., 2006; 2012). PazBeT-
BIIEHHAS CHCTEMa OTPOCTKOB HEMPOHOB MCITOIB3YETCS JIJIst COOpa ¥ MHTET PAIHH
curranoB (Mcaesa u dp., 2004, 2006; Davies, 2005). Tononornueckue u hpax-
TallbHbIe TPEOOpPA30BaHMS CKBO3HBIX DIIUTEIHAIBHBIX CHCTEM B ABOJIOLHUU U
Pa3BUTHUU MHOTOKJICTOUYHBIX )KHBOTHBIX YBEJIIMUMBAIOT TJIOIIA/(b TOBEPXHOCTH,
OTJICTISIIONICH BHYTPECHHIOIO CpEly OpraHu3Ma OT €€ OKPYIKCHHsI, TEM CaMbIM
CHOCOOCTBYS JTydINel afanTanuu opranniMa. GpakTaibHble CTPYKTYPhl MOXK-
HO paccMaTpuBaTh Kak (PyHKIIMOHAIIFHO ONITHMHU3NPOBAHHBIN AU3aifH Metazoa.
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Bce BeTBsmuecs 0MOIOrMYECKUe CTPYKTYpPbl T€HEPUPYIOTCSI BapualUsIMU
HEMHOTUX o0mux MexaHu3Mos. Ilpocreiimas Gpopma — TUXOTOMHYECKOE BET-
BieHue. Jpyroil pacnpocTpaHEHHBIM MEXaHWU3M CO3JaHHs BETBSIIMXCS OHO-
JIOTHYECKUX CTPYKTYp — CIHMSHHUE MEpPBOHAYAIBHO pAa3IENbHBIX 3JIEMEHTOB
(Davies, 2005).

BerBnienue snuTENUANBHBIX TPYOOYEK B Pa3IMYHBIX BETBSX JKUBOTHOTO
MUpa KOHTPOJINPYETCS KOHCEPBAaTUBHBIM F'€HETHUECKUM MexaHu3MoM (Metzger,
Krasnov, 1999; Warburton et al., 2000; Minelli, 2003; Fleury et al., 2005). buo-
JIOTHYECKUH alropuT™M (PpakTajbHOro Mop(oreHesa CXOHEH y HACEKOMBIX U
XOopaoBbIX. KaxabIil U3 HECKOIIBKMX HAa4YaJIbHBIX IIaroB BETBJICHHUS KOHTPOIU-
PYETCsI OTIENBHBIM T€HOM, HO 3aTeM B X0/ie MOpP(OreHe3a JbIXaTeIbHON ChcTe-
MbI MJICKOITHTAIONINX U AP030(UIIBl HalileHa MHOTOKPATHO TIOBTOpSEMas dKC-
Ipeccusi TEHOB, KOAUPYIOMUX (akTop pocTa (GuOpoOIACTOB U €Tr0 PEIEeHTOp,
IIPU MPOXOXKACHUU KaXJOro IOCIeoBaTeNbHOroO Iara BeTBiaeHus (Metzger,
Krasnov, 1999; Warburton et al., 2000). Takoi#l airopuT™ Mocien0BaTeIbHOTO
pasBUTHUS QpaKkTadbHBIX MOAYJIEH — 3 PEeKTUBHBIN My Th MOp(dOreHe3a Ha OCHO-
BE OTHOCUTEJIBHO CKAaTOM F€HETUYECKON TPOrpaMMBL.

HccenenoBaH mOBTOPSIEMBIH, CaMOTIOMOOHBIH MOp(OTeHe3 BETBITUXCS IITH-
TEJMAJIbHBIX KAaHAJOB TacTPO-BacKyJspHOH cucteMbl cuudomenyssl Aurelia
aurita, xaOepHOH TPaxeHHOW CHCTEMBI TMUNHOK MOACHOK Siphlonurus immanis
u Parameletus chelifer, a Tax:xe HEHPOHOB LIEHTPAJIBHON HEPBHOM CHCTEMBI PBIO
Pholidapus dybowskii, Oncorhyhchus keta v Oncorhyhchus masou (VcaeBa u
ap., 2004, 2006; Hcaesa 2005, 2009; Isaeva et al., 2006, 2012). CnenaHo 3aKIi0-
YeHHue 00 aJalTHUBHOCTH U HBOJIOLMOHHBIX MPEUMYLIECTBAX OMOJIOrHYECKOro
(pakranpHOrO MOpdoreHesa, obecnednBaromero MophoQyHKIIHOHATBHYIO
MJIACTUYHOCTh M C)KAaTO€ I'eHeTHYEeCKOoe KoAMpoBaHue. BakHas deprta ¢pak-
TalbHOTO MOp(OreHe3a — ero MIaCTUYHOCTh, 00ECTIeUNBAIONIAsi BOZMOXHOCTh
aJaNTUBHBIX PEAKIIHMH, B YAaCTHOCTH, TIOCJIC TIOBPEXKACHUSI.

Urak, moBTOpsieMocTh MOPHOreHETUYECKIX COOBITHIA, aJITOPUTM UTEPALIUH,
PEKypPCHUBHOCTH BECbMa OObIUEH B PA3BUTHUH.

QOIIYKTYUPYIOIIA S ACUMMETPU A

Buonornueckasi CMUMMETpHS BCET/ia HECOBEPIIICHHA. Y OUJIaTepalibHO CUM-
METPUYHBIX JKUBOTHBIX B TOH WMJM MHOH Mepe MpOsBISICTCS (IIYKTYyUPYIO-
masi aCHMMETPHUsI KaKk U3MEHYMBOCTh B TIpeneniax opranmnsma (3axapos, 1987,
Rasskin-Gutman, Izpistia-Belmonte, 2004). buomornueckme QpakTaibHbIE
CTPYKTYPbI HEM30€KHO MPOSBISIOT CTOXACTUUYESCKYIO BapUaOEIbHOCTD, U CHM-
MeTpUsl MoI00usT OMOJIOTHYECKUX (PAKTAIBHBIX CTPYKTYP HEU30SKHO IMOPOXK-
JaeT QIYKTYHPYIONYI0 aCHMMETPHIO.

J11s1 OLIEHKH COOTHOIICHUS TIOPSIKA M Xa0ca B OpraHU3allluy CUCTEM BETBSI-
IAXCST KaHAIOB criudoMenyssl Aurelia aurita i TUIUHOK TONCHOK Siphlonurus
immanis u Parameletus chelifer cpaBHUBAIUCh MATTEPHBI ITHX CHUCTEM, MPE-
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CTaBJICHHBIC B BUJAE CTAHAAPTHBIX (PPAKTAJIBHBIX AEPEBLEB, B CUMMETPUUYHBIX
yactax ogHoro opranm3ma (Mcaesa u nmp., 2004; Isaeva et al., 2012). B mopdo-
reHe3e BETBALIMXCS KaHAJOB IacTPO-BACKYJISIPHOM cUCTEMBl A. aurita TOIBKO
JBa WJIM TPH Ha4yaJbHBIX LIara BETBJIEHHs cTepeoTunHsl. [lo-Bugumomy, cTpo-
ro JICTEPMUHUPOBAHBI TOJIBKO camble 00IIMe MOPQOIOrHUecKre YepThl pPa3BU-
THUSl TaCTPO-BaCKYJISIPHOM cucTeMbl A. aurita: 4-mydeBasi cuMMeTpHsi, (HopMHu-
pOBaHME BOCBMM BETBALIMXCS M BOCBMH HE BETBSILMXCS KaHAJOB, NEpBble 2-3
ma-ra BersieHus. CyIIecTBeHHasl YepTa MOCIENYIOIEro BETBICHHUS KAaHAIOB —
BapualeNbHOCTD, BEAYLIas K MpOosiBICHUI0 (QIyKTyupyroueld acummerpun. OT-
YETJIMBO BBISIBIISCTCS TPAaHHULIA MEXTy MOPSIKOM M Xa0COM B CTPYKTYPHOI opra-
HU3AIUU BETBAIIUXCS KaHaoB A. aurita (Mcaesa u np., 2004; Isaeva et al., 20006,
2008). HeperymnspHoe, XaOTH3MPOBAHHOE BETBJIICHWE KaHAJIOB TacCTPO-BACKY-
JSIPHOH cUCTEMBI A. aurifa — CIEACTBUE aCHHXPOHHOI'O M TONOrpaduyuecKku Ba-
prabensHOTO pa3BUTHS HOBBIX BeTBel (UepHsbimies, Mcaesa, 2002). Hannuue He-
CKOJIBKHX Tap KaOCPHBIX JECNECTKOB Y KaXKA0H TMUYUHKH MTOJCHKU AaeT OOMIIbHBIH
Marepua ajs aHanu3a GIyKTYHPYIOIIeH aCHMMETPHH AbIXaTeJIbHONW CUCTEMBI U
CBHJICTEIIHCTBYET O HAPACTAIOLICH XaOTH3allMU BETBIICHHSI TPAXCHHBIX IEPEBbEB.

HUrak, B X011€ OHTOr'€HE3a IIPOCTPAHCTBEHHAS M BPEMEHHas BApUaOeIbHOCTh
BETBJICHUSI BO3PACTAET, pa3pylluas paJualbHy0 CHMMETPHIO Ka)KI0I0 MHANBHU-
Ja Mely3bl 1 OMIaTepaibHyI0 CHMMETPUIO KaXKJ0H TNUMHKY MTOJCHKH.

OpakTanbHble CUCTEMBI OpraHu3Ma — CTPYKTYpHasl BU3yalu3alus, 3aluch
JUHAMHKH MOP(QOreHETUYECKMX MPOILECCOB, BKIIOYAIOMIMX JJIEMEHTHI Xaoca.
Kackan Oudypkanuii B nporiecce BETBICHUS BEACT K HAPACTAHUIO DIIEMEHTOB
Xaoca, pa3pylIeHUI0 CHMMETPUU OpraHu3Ma U NPOsBICHUAM (PIyKTyupyromeit
ACUMMETPHH.

JIETEPMUHALISI ACUMMETPUU ITPABOIM 1 JIEBOI CTOPOH TEJIA

Pasnuuns npaBoii u 1eBoi CTOPOH Tella OuaTepasbHO CHUMMETPUYHBIX KHU-
BOTHBIX, BKJIFOUAIOIINE aCHMMETPHIO BHYTPEHHHX OPTraHOB, TCHETUYCCKH Jic-
tepmuaupoBansl (Minelli, 2003). OpraHbl TO3BOHOYHBIX PACITOJIOKEHBI aCHM-
METPUYHO HE TOJIBKO BAOJb MEPEAHe-3aJHEH U JOPCO-BEHTPATbHOW OCEH, HO
TaK)K€ U OTHOCHUTENIBHO OCH, Pa3JelISIIOIICH JIEBYI0 M NMPaBYIO CTOPOHBI Tena
(Hirokawa et al., 2009; Schier, 2009). B pa3BuTuu MJIEKONUTAIOMINX JIEBO-TIpa-
Basi OCh ycTaHaBjuBaercs nocienneit (Hirokawa et al., 2009). Jlerepmunarus
pa3IuYni JIEBOM M MPAaBOM CTOPOH TeJla MJICKOIUTAIONINX BOBJIEKaeT MOpdo-
(YHKIIUOHATBHY0 aCHMMETPHIO KOMITOHEHTOB JIBUTATEILHON CUCTEMBbI KIICTOK
(Hirokawa et al., 2009; Schier, 2009). KirouoM K BEISIBJICHHIO MEXaHNU3Ma pa3py-
LICHUS CHMMETPHH JIEBOW M TIPABOM CTOPOH TeJIa YeJIOBEKa MOCIY KT CHHIPOM
Kaprarenepa, mpu KOTOpOM aKCOHEMbI PECHHUEK U JKT'y THKOB JIUIICHBI JHHEHU-
HOBOT'O MOJICKYJISIPHOI'O MOTOpPa, HEOOXOIMMOTO JIJISI TIOJIBUIKHOCTH PECHUYEK U
)rytukos (Baum, 2006; Hirokawa et al., 2009). [IpumepHO moJ0BHHA TIAITHEH-
TOB C TAKUM CHHJPOMOM 00Jajiajia OpraHaMu, pacroioKEeHHbIMH B 00paTHOM
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[0 OTHONICHHUIO K HOPME OPHEHTAITUH (Situs inversus): IeTepPMUHAIHUS JICBOU U
MpaBoO# CTOPOH OKa3biBasack ciydaitHor (Hirokawa et al., 2009).

Tak Ha3piBaeMbIl y3esok (nodus), HeOOMbILAs SIMKA, BPEMEHHO (HOpPMHUDPY-
eMasi Ha CTaJuu TacTpyibl 3apOAbIIICH MIIEKOMHUTAIOUINX M0 CPeAHeH JTHHUU
BEHTpAJIbHON MOBEPXHOCTH, MOKPhITa dnuTenueM, Bkitodatromum 200-300 mo-
HOIMJIMAPHBIX KIETOK. PECHUUKH 3THUX KIIETOK IMOJBUKHBI U HHTEHCHBHO Bpa-
maroTes. BpamieHue HOZAJIBbHBIX PECHUYEK II0 YacOBOM CTPENIKe I'€HEpUpyeT
HAIpPaBJICHHBIN BJIEBO MOTOK BHE3APOABILIEBOM XKUAKOCTH, U 3TOT IOTOK pas3-
pylLIaeT CUMMETPHUIO pa3BUTHS IPaBoOil U JeBoi cTopoH 3apoxbiua (Hirokawa
et al., 2009; Schier, 2009). OtcyrctBue KIF3, moroproro 6enka KIF3 cynepce-
MeHCTBa KMHE3MHOB, BEJIET K yTpaTte pecHudek (Hirokawa et al., 2009).

Wrak, MOTOK HampaBlisieMOH HONATBHBIMH PECHUYKAMH JKHUJKOCTH T'CHEe-
pUpYeT JIeBO-IPABYI0 ACUMMETPHIO, YCTaHABIMBAs IPaJMEHT BHEKJIETOYHON
MOJICKYJISIPHOM curHaiu3anuu. l'ensl nodal n lefty, KOHTponupyoOLUe CrHew-
NPUKALHUIO JIEBO-TIPABOM OCH, SKCIIPECCHPYIOTCS B JIEBOW JaTepasibHON Ilia-
cTuHKe Me3oaepMbl. CurnanpHas cuctema Nodal TpeOyeTcst A acuMMeTpuy-
HOro MOp(oreHe3a KUIICYHUKA U JOJIEH JIETKUX; B OTCYTCTBHUE CHTHAJIBHOTO
nytu Nodal acmmMmerpust opranoB Tepsercsa. B3ammopeiictBue Nodal/Lefty,
[0-BUAMMOMY, aMIITU(PULIHUPYET MaJlble HauaJbHbIC PA3IMUNs JIEBOH U IPaBOil
cropoH (Hirokawa et al., 2009; Schier, 2009).

HccenenoBanue pa3nmuyHbIX MyTaHTOB MBIIIHN [10KA3aJI0, YTO JIOKAJBHBIN Ha-
MPaBICHHBIN BJICBO TIOTOK, TEHEPUPYEMBIi BCETO JIMIIb ABYMS BPALIAIOLIIMMUCS
pPECHUYKAMH, IOCTATOYEH JIJIsl pa3pylleHHs JIaTepaibHON CHMMETPHUH 3apOIbIIia
Y MHUIMAIAY aCHMMETPHUH JIeBOH U TIpaBoii cTopoH (Shinohara et al., 2012). Otu
PEe3YNbTaThl CBUIECTEIBCTBYIOT O BEICOKOW UyBCTBUTEIBHOCTH CUCTEMBI, CIIOCO0-
HOH pearnpoBarhb Ha OYeHb cJ1aOblii HampaBIeHHbIN OTOK (Shinohara et al., 2012).

VY apo3oduisl HEKOTOpPIE BHYTPEHHUE CTPYKTYPBI, BKIIOYAs KUIICYHUK U
TeHUTAJIMU, aCHMMETPUYHBI ClieBa M cIpaBa. Pa3inuuus JeBoil U mpaBoil cTo-
POH Telna Apo30(UITHl 3aBUCST OT OJIHOW W3 MOTOPHBIX MOJIEKYJ HEMBIIICYHOTO
muo3nHa (Baum, 2006). CKpHHUHT MYTaIlii, BIUSIOMAUX HA Te(PEKTH METIN
KHUILEYHUKA U PACIOJIOKEHH S TeHUTAJIBHOTO AUCKA, BBISIBUJI CBSI3aHHBIN C aKTHU-
HOM MoTop Myo31DF, B oTCyTCTBHE KOTOPOTrO 3TH CTPYKTYPbI pacroyiarajinch
Ha IPOTUBOIIOIOKHOM cTopone (Baum, 2006). Takum 006pa3oM, reHETUYECKH Jie-
TePMHHHPOBAHHAS JIEBO-TIpaBasi acuMMeTpus y Bilateria 3aBucuT oT nienu co-
OBITHI, BKITFOUAIOIINX Y TIO3BOHOYHBIX U AP030(HiIel MOp(hohyHKITHOHATHHY O
aCUMMETPHIO KOMIIOHEHTOB KJIETOYHOI OIIOPHO-/IBUTaTEIbHON CUCTEMBI.

MOJTVJISIPHOCTh

Jjist onucaHust OTHOCUTENFHO HE3aBUCHMBIX, (PYyHKIIMOHATBHO B3aMMOICH-
CTBYIOIIUX YACTEH OpraHu3Ma BBeJIeHa KOHIICTIIIUS MOy isl. MOIlylib BXOJIUT B
MHTETPUPOBAHHBIM KOMIIJIEKC OPTaHU3Ma W CIIY)KHT €IWHUICH B Pa3BUTHU U
spomonnu (Gould, 2002; Minelli, 2003). MoaybHOCTE paccMaTpHUBAETCS Kak
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MPUHITUIT SBOJIONNH, B COOTBETCTBHH C KOTOPHIM HOBBIE CIIOKHBIE CTPYKTYPBHI
MOT'YT CO3/1aBaThCsl MyTeM KOMOMHATOPHUKH yKE CYIIECTBYIOMINX MOTYJICH.

[IpencraBnenne 0 MOAYJISIPHOCTH ITPOLIECCOB OHTOr'eHEe3a 0a3upyeTcs Ha OT-
KPBITHH TUCKPETHBIX aBTOHOMHBIX €IMHHUL SMOPHOHAIBLHOIO Pa3BUTHS y 3a-
poasielt Mmopckoro exa (Raff, Sly, 2000) u He3aBHCUMOCTH pa3BHTHSI ONpe-
JICTICHHBIX YacTed 3apojiplla, HalpuMep, MOYKH KOHEYHOCTH, 3a4aTKOB 3y0O0B
(Gilbert, 2006). {uccomuupyeMble MPOIECChl OHTOTCHE3a MOXKHO TPEACTABUTD
B BHJIC TUCKPETHBIX OJIOKOB, MOYJIEH, CIIOCOOHBIX N3MEHSATHCS, MaJIO 3aTPart-
Basi IPU 3TOM JAPYTue COOBITUS OHTOI'€HE3a; OTACIbHBIE AIIEMEHTHI Pa3BUBAIO-
LIEr0Csl OpraHu3Ma TaKKe MOYKHO MPEACTABUTH B BUJAE TUCKPETHBIX MOJYJIEH,
CHOCOOHBIX K H3MEHEHHUIO.

OTHOCUTENBHAS aBTOHOMUS, MOJYJSPHOCTh OTACIBHBIX CTaJHW H IPO-
LIECCOB Pa3BUTHUS JaeT BO3MOXKHOCTH (DOPMHUPOBAHHUS B XO/€ HBOJIOLUU KH-
BOTHBIX Pa3HOOOPa3HBIX IJIAHOB CTPOCHHSI U THIIOB PAa3BUTHS. MOAYIISIPHOCTH
1 TIOBTOPSEMOCTH AJIEMEHTOB CO3/Ia€T OCHOBY JUJIsl TUBEPreHIIUN C COXPaHEHU-
eM MPEeKHUX QYyHKUMNH 1 TPUOOPETEeHHEM HOBBIX, UTO CIYXKHUT (yHAaMEHTOM
9BOJIIOIMOHHBIX U3MEHEHUH 000ro MaciTaba. Bo3amoxHb! TpaHchopmanus,
BCTaBKa, JICJICIHS, 3aMCIICHUE CTYNCHEH Pa3BUTHUSA, MOIU(PHUKAIHS Pa3BUTHUS
OTHOCHUTEIBEHO BPEMEHH (TETePOXPOHUSI) M MeCTa (T€TepOTON ), IIEPEHOC IBO-
JTIOINMOHHBIX HOBIIECTB B JIpyrue (a3wl xu3HeHHOTo mukia (Scholtz, 2008).
OmnpezneneHsl TP OCHOBHBIX CIIOCO0a 3BONIOLMOHHBIX TPeoOpa3oBaHUil OHTO-
reHesa: auccoruanus (pa3o0ieHne) COOBITHI U MPOIIECCOB MHIUBUIYaIbHOTO
Pa3BHUTHS BO BpEMEHH U [TPOCTPAHCTBE, Y TIITUKALM S, YMHOKCHHE YacTeH C 10-
CIEAYIONIeH NUBEPreHIIMEN U KOONTAIMsI CYIIECTBYIOIIEH YepPThI JJIsI BHIIIOJI-
HEHUs HOBOH cTpyKTyphl wiu pyukiuu (Raff, Sly, 2000). Hanboee n3BectHast
(opma ruccouuanuy — reTepPOXpOHUs. YMHOXKEHUE (IyIUTMKALUs, TOTHMEPH-
3a1us) TOMOJIOTHYHBIX YacTel Tesla BBIACTICHO B KAYeCTBE OJHOTO U3 BaXKHBIX
NPHUHIMIIOB 3BOJIIONMOHHBIX MpeoOpa3oBaHUil MilaHAa CTPOCHHS >KHMBOTHBIX
Horenewm (1954).

MonynsMu paHHET0 pa3BUTHS MOTYT OBITh KJICTOYHBIE JINHUH, 3apO/IbIIIe-
BBI€ JINCTKH, MOP(OreHeTHYECKHUE MO KaK TEPPUTOPHH T€HHOU 3KCIIPECCUH;
B OoJsiee MO3AHEM PA3BUTHHU HTO MOBTOPSIOLUINECS CTaHAAPTHBIE YACTH MHO-
TUX CJIOXKHBIX CTPYKTYp, HAaPUMEpP, KJIETKH PECHUYHOTO IIHYpa JTUYUHOK,
pomOomMeps! U Mo3BOHKHK y 1mo3BoHOUYHBIX (Raff, Sly, 2000; Winther, 2005).
CTpyKTypHO-(YHKIIHOHATBHBIE MOJYJIH CIYXaT CTPOUTEIBHBIMU OJOKaMH
OpraHu3Ma: CETMEHTHI C OCEBBIMHU CTPYKTYpaMH M IpHAAaTKaMu, Ooyiee KpyIl-
HBIE MOJYJIHU (TarMbl) YJIEHUCTOHOTUX — TOpakc, abaomeH (Wagner et al., 2005;
Winther, 2005). Mopdonornyeckoe paznooOpasue B mpeaenax THUIA YJICHHU-
CTOHOTHX — CJIEJICTBHE BapuabeIbHOCTH YHCIA CETMEHTOB, MaTTEpHA Tarm,
CrielMaIn3alui cerMeHToB H X npuaatkos. Xomr (Hall, 2000) paccmarpu-
BaeT HEPBHBIN IpeOCHb MO3BOHOYHBIX KaK YSTBEPTHIN 3apPOJIBIIIIEBEIN JIUCTOK.
CornmacHo Xomy, Me30[epMa W HEPBHBIA TpeOCHb MPEACTABIAIOT COOOM
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BTOPUYHBIC 3apoabImieBsie JJUCTKU. MuHemnn (Minelli 2003) mpenmonaraer,
9YTO KOHEYHOCTU — DBOJIFOLIMOHHBIC AYTJIMKAThl OCHOBHOW OCH Teja, JIMIICH-
HBIC YHTOJCPMBI.

MonynsipHOCTh TOBCEMECTHA: OPraHM3M BBICIIUX >KMBOTHBIX MOCTPOCH
MOZYJSIPHBIM 00pa3oM; KapTHUPOBaHHE T'€HOTHI-(PESHOTHI MOIYJSPHO; MeXa-
HU3MBI Pa3BUTHS BKIJIIOYAIOT MOAYJISIPHBIC €IUHUIIBI, MOJOOHBIC dJIeMEHTaM
nerckoro koHctpykropa (Kirschner, Gerhart, 2005). B sBororinn oHTOTeHE30B
CTaHJAapPTHBIC YaCTH MCIOJIB3YIOTCS HEOQHOKPATHO, HOBBIC T€HBI HE M300peTa-
I0TCSl KQXKABIH pa3 mpyu U3MEHEHUH Pa3BUTHUS, MPOUCXOJUT MOJUPUKAIIHS OT-
HOCHTEJIBHO MaJIoro 4ucia perynsaTopHsix reHoB (Raff, Sly, 2000).

[MonmsomMOpHOHKS KaK pa3BUTHE LEJIOr0 3apojblilla M3 OJHOTO M3 PAHHHUX
OmacToMepoB, T.e. Gecronoe pa3MHOKEHHE Ha paHHEH SYMOPHOHATBHON CTaauH,
M3BECTHA y MPEACTABHUTENCH HECKOJIBKHX Pa3IMYHBIX TAKCOHOB JKUBOTHOTO
mupa (Craig et al., 1997). [lns nonusMOprOHUYT XapaKTepHa MHOTOKpaTHAs I10-
BTOPSIEMOCTb CTauu ApodaeHus. [loanaMOpHoHms Kak BCTaBKa OecIoaoro pas-
MHOXEHH I, OJJacTOreHe3a B MPOLIECC PAHHErO Pa3BUTHS U3MEHSET MPOLECC dM-
OpuoreHesa Ha CTaJluu APOOJICHUS U pa3pylIaeT OTHOCUTEIbHBIA KOHCEPBATH3M
AMOPHOHATEHOTO Pa3BUTHS.

[IpocTpaHCTBEHHasT W BpeMEHHasi MOAYJISIPHOCTH OPraHW3MOB — BAKHBIH
aCIIeKT Pa3BUTHS M SBOJIONMHU. [IOBTOpeHHE MOIYJISPHBIX CTPYKTYp Ompese-
JSET TPAHCISLUUOHHYIO CHMMETPUIO METaMEpHBIX OpPraHU3MOB M MaciuTal-
HYIO0 CHMMETPHIO OHOJIOTHYECKUX (PpaKTaibHBIX (TOYHEe, KBa3u(ppaKTaIbHBIX)

CTPYKTYD.
KAPTMPOBAHUE I'EHOTUITIA B CUMMETPUIO OPTAHU3MA

B xone oorenesa reHHasi SKCIPECccHsi KapTUPYETCsl B KOPTHKaIbHOE MOP(O-
TeHETUYECKOE TI0JIe, CO3JacTCcs BHETCHOMHAs pa3BepTKa MOP(OreHeTHYECKOM
nHpOpPMALINHU, ONpPEAesSIoNed MPOCTPAaHCTBEHHO-BPEMEHHON MOPSI0K COObI-
THI paHHErO pa3BUTHS.

Co3pmaBaemasi B X0z€ OOT€He3a PeryJsiTopHas MH(poOpManus JOHOCUT Oce-
BYIO apXHMTEKTYpPY O B3POCIOr0 OPraHM3Ma, ONPEAEsis €ro OCeBOM MaTTEpH.
N3BecTHO, 4TO reHsl cemencTBa Hox KOHTPOIUPYIOT pErHOHAIbHBIE Pa3IHUNs
TeHHOM SKCIIPECCHHU, TPAHCIUPYEeMbIe 3aTeM B MOP(OJIOrHYeCKHe pa3inyus 3a-
poabllIa, CerMEHTAalUI0 Tejla U (JOpMUPOBAHUE Pa3HOOOpa3Usl CTPOEHUS Cer-
MeHToB. Hanpumep, narreps 3apoasiina 1po3oduiibl GopMUpPYeTCs KaK pe3yib-
TaT aKTUBHOCTH KacKaJa I€HOB, YCTAHABIMBAIOIIMX IUUIaH TeJla BIOJIb IEpel-
He-3a/IHell U A0pCO-BeHTpasbHON ocell. 'paiueHTsl KOHIEHTPAH OCIKOBBIX
MPOAYKTOB bicoid 1 HECKOIBKUX APYTUX MATEPHHCKUX HOX-T€HOB — IE€TEPMU-
HAHTOB TIEPEIHETO U 33HET0 KOHIIA, CTMHHOM 1 OpIOLTHOM YacTel Tena — JaroT
WH(POPMALIHIO TEHOMY KJIETOK 00 UX TOJIOKCHUU B CUCTEME 3apOJIbIla, AeTep-
MUHUPYS] KJIeTO4YHYI0 cyabOy. Ilocne omnomoTBopeHHs M IPOXOXKAEHUS He-
CKOJIBKUX IIMKJIOB SIACPHBIX JCICHUN 3TH (PAKTOPBI TPAHCKPUIILIUHU MepeMela-
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€TCsl U3 LUTOIJIA3MbI B siipa KJIETOK M TaM B3aMMOIEHCTBYET C PEryIsiTOPHbI-
MU I0CJIEI0BATEIbHOCTSIMU T'€HOB-MUIIIEHEH. bekoBbie MPOAYKTHI T€HOB 3TOM
CTYTEHU PEryJSTOPHOTO KAaCKaaa B CBOIO O4Yepellb KOHTPOJIUPYIOT aKTHBHOCTD
IeHOB CIIENYIOIMIMX YPOBHEH, ompenemstomux cermeHTanuio. [locnenyromuit
9Tal 3TOr0 Kackaja — JACTEPMHHALUS Pa3Iu4uid MEXJy CerMEHTaMH — 3aBHU-
CHUT OT (PyHKIIMOHUPOBAHHU S TOMEO3MCHBIX I'eHOB-TIEPEKIIoYaTesell KOMIIEKCOB
Antennapedia n Bithorax (Niisslein-Volhard, 1991; Gilbert, 2006).

KonuneapHOCTh IPOCTPAaHCTBEHHOrO MOPSIKA PACIOIOKEHUSI I'eHOB Hox-
KJIaCTEpa BJIOJIb XPOMOCOMBI U MPOCTPAHCTBEHHO-BPEMEHHOM MOCIea0BaTeb-
HOCTH MX DKCIIPECCUU MO NepeaHe-3aqHel OCH 3apojiblia, T. €. COOTBETCTBHUE
MEXy TMO3UIMEll TeHa B KJIacTepe M MECTOM M BPEMEHEM €ro JKCIPEecCHu
B Pa3BMBAIOIIEMCS] OpraHU3ME, OIpENEIsAeT PETHOHANBHBIE PAa3UYUs BIOJNb
repeaHe-3aaaei ocu tena 3apoasima (Lewis, 1978; Akam, 1998; Minelli, 2003;
Manuel, 2009). KonuneapHocTh 3kcripeccuu Hox- reHOB (OpMHpYET OCHO-
BY AJIA CO3JaHMsI BEKTOPHOTO TI'paJMeHTa MO3MLUOHHOW MH(POPMALKMK B TPO-
Lecce MHIUBUyanbHOTO pasButus (Akam, 1998). fBrneHue KoJMHEAPHOCTH
Hox-reHOB — eIMHCTBEHHBIN OJHO3HAYHBIA MPUMEpP OTOOpa)kKeHHs, MepeHoca
IIPOCTPAHCTBEHHOI'O MOPSIIKA PACIOJIOKEHHSI TEHOB B IPOCTPAHCTBEHHO-BpE-
MEHHOM MOPSII0K UX SKCIPECCUH U OCEBOW MATTEPH 3apObIIIA.

@OyHKIMS pEerHoHANM3alMM, KOHTPOJA Hox-reHaMHu OCeBOro MaTTepHa
BIOJIb NIEpEAHEe-3aJHeN OCH MOKa3aHa ISl MpEeICTaBUTENe BCceX TPEX IBOIIO-
[UOHHBIX BETBEH OMJIaTepajbHBIX KUBOTHBIX M, BEPOATHO, Oblja TIPUCYIIA UX
ob6mmm npeakam, Urbilateria. [IpenmonaraeTcs, 4To TyNIUKanus MPEIKOBOTO
KJ1acTepa reHoB ProtoHox ¢ o0pa3oBaHueM ABYX NapajJOrMYHbIX T'€HHBIX KJla-
crepoB Hox u ParaHox mociy>Kujia F€HETUYECKOH OCHOBOM BO3HHUKHOBEHUS
1 JUBEPreHIHMH OMIIaTepalibHBIX TPEXCIOMHBIX KMBOTHBIX. Ha ocHOBe Takoit
OYTUIMKAIWK ¥ BEIPa0OTKH MEXaHU3Ma yIOPsI0YeHHON aKTUBALIUU TeHOB Hox-
KJIacTepa CTajo BO3MOXKHBIM ITOCTPOEHHUE Tella KPYIHBIX, CI0KHO OPraHHU30-
BaHHBIX )KMBOTHBIX. B X0/e 9BOIOIUY TTO3BOHOYHBIX TTPOM3OIILIO YBEIHMUCHHE
yycna Hox KiIacTepoB B PE3yJIbTaTe HECKOJIBKHMX IIOCIIEI0BATEIbHBIX PAyH/I0B
OYTUIMKAallMM BCErO T'€HOMa — YETBIPEXKPATHOW y HAa3eMHBIX IMO3BOHOYHBIX
U MHOTOKPATHOH B SBOJIOLUH PbIO, C YTpaTOH OTAENbHBIX HOX-TE€HOB B pas-
nugHbIX Kiactepax (Holland, 1999; Minelli, 2003; Davidson, 2006; Kopuaruua
u 1p., 2010). Konpuarbie 4epBH, YICHUCTOHOTHE M XOPAOBBIE 00JIaal0T Kia-
crepaMu Hox-TeHOB, BKIJIFOUAIONINX PsI OpToJorndHbIX TeHoB (Minelli, 2003;
Davidson, 2006). KonuHeapHOCTh HE TOBCEMECTHA: y psA/a MPEACTABUTEIEH
Ecdysozoa, a Tak:xe 000JI0YHUKOB U UTJIOKOKUX B TOM MIIM MHOW Mepe yTpaue-
Ha aHIECTpalibHasi OpraHu3anuu kiacrepa Hox-reHoB u ux ¢GyHkuui (Akam,
1998; Minelli, 2003; Manuel, 2009; Kopuaruna u ap., 2010). Tem He mMeHee, op-
raHu3alys yIopsJaoueHHOro Kiactepa Hox-reHOB, BEPOSTHO, JIYUIIHA KIHOY
K IOHMMaHMIO OCEBOT0 IUIaHA CTPOEHUs Tena. MTtak, mpocTpaHCTBEHHOE pacIo-
noxeHne (oceBast cuMMeTpusi) Hox-reHoB B kiactepax y Annelida, Arthropoda,
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Chordata kapTupyeTcst B TaTTEpH UX SKCIIPECCUH M OCEBOU MATTEPH OyMyIIIEro
skuBoTHOTO (Minelli, 2003).

I'enepanust oceBoi monsipHOCTH OUATepalIbHBIX )KUBOTHBIX BOBJICKAET TaK-
’K€ KOHCEpPBATUBHbIE CUTHANbHbIE cucTeMbl Wnt, BMP. Bo3Mo0:kHO, aHMMaJIbHO-
BEereTaTuBHAS U JOPCO-BEHTPAJIbHASI OCH BO3HUKIIU B PE3yJIbTAaTe NYILIMKAIINU
ennHOM aHnecTpaapHOi ocu (Manuel, 2009).

B nienmom kapTupoBanue TeHOTHI-(PEHOTHTT OTIOCPEIOBAHO CIIOKHBIMH B3aH-
MOJICHCTBUSIMH T€HHBIX MTPOAYKTOB, KJIETOK U KJIETOYHBIX CHCTEM B ITPOIIECCaX
pasBuTHs. CBsi3b MEXAy TeHaMU U (PEHOTUIIOM — CJIOKHAsl HEIMHEWHas CeTh
CUTHAJIBHBIX CHUCTEM M TPAaHCKPUIIHOHHBIX perynsatopos (Davidson, 2006).
Ota HeJluHeHHas Lelb COOBITUI BOBJICKACT IJICHOTPOIIUIO, MPOIIECChl CaMOOp-
raHu3anuy, QU3NIecKue CHIIBI U KITI04eBbie BIUsHMS BHeHeH cpenbl (Wilkins,
2002). PazBuTHE 3aBHCHT HE TOJIBKO OT TCHETHUICCKOM, HO M KJICTOUHON aMITH
(Minelli, 2003).

OU3NYECKUE U TOIIOJIOTMYECKUE ®AKTOPBI
CTAHOBJIEHM I OCEBOI CUMMETPUU

ITomuMO GHOIOrMUECKUX 3aKOHOMEPHOCTEH, ONpeNeIsIOINX HallpaBJICHUs
U OrpaHnyeHust Mopdorenesa, Hen30eXKHbI ero PU3NUECKUE U TOIOJIOIMUECKHUE
orpannyeHus. bronoruueckue CUCTEMBI — CIOKHBIE CUCTEMBbI, IOHUMaHUE KO-
TOPBIX HE PEIyLHUPYEMO K OCHOBHBIM 3aKOHaM (PM3MKU U XHMHUHU, TEM HE Me-
Hee, 3TH 3aKOHBI HAIllPABIISIIOT U OTPaHUYMBAIOT OHMOIOTHYECKH MOp(OreHes.
OOmivie MpUHIHUIBI PU3UKHU, TEOMETPUHU U TOIIOJIOTUU IIPUMEHUMBI K OUOJIOTHH
(Bouligand, 1996; Isaeva et al., 2012). I'eomeTpust 3apozsiiia HeceT WHOpMa-
LHUI0, HE PEAyLHMPYEMYIO K APYTMM YPOBHSM; MEXaHO3aBUCHUMOCTb SIBIISCTCS
Ba)KHBIM OI'PaHUYCHHEM B pa3BUTHH opranu3ma (Beloussov, 2012).

B coorBerctBUM ¢ npunnunoMm Ilbepa Kropm npocnexuBaercs 3aBHCH-
MOCTb OPUEHTAIIMN OCHOBHBIX OCEH OpraHnu3Ma OT BEKTOPOB (pU3HUYECKUX MOJIEH
okpyxeHusi. CHMMEeTpHs KUBBIX OPTaHU3MOB OIPEJENSeTCs] CAMMETPHEN BO3-
nevictuit (3apenkon, 2009). CeneHTapHbBIC )KUBOTHBIC, PAa3BUBAIOIINECS Ha OII-
HOM MecTe, 00J1aZlatoT 0OOBIYHO pagualbHOH CUMMETpPUEH, Mo100HO OOJbIINH-
CTBY pacTeHMid. ['paBUTanMsI BBI3BIBACT MOSBICHUE PA3INYNi MEKIy BEpXHEH
1 HWXKHEH, JOpCcaJIbHOM M BeHTpasbHOM cTopoHamu Tena (Beitns, 2003; T'ap-
nHep, 2007). Y MOIBHXKHBIX KUBOTHBIX HEU30SKHO MOSIBISIOTCS OCOOCHHOCTH
CTPOCHMSI, OTVIMYAIOIIKE [IEPEAHIOI0 CTOPOHY OT 3aaHel. Ilepenne-3anuss och
COOTBETCTBYET HAIIPABJICHHUIO JIBUXKCHHUS, C JIOKAJIN3aLue pTa, Mo3ra, rjia3 u
OPYTHX CEHCOPHBIX OPraHOB B MEPEAHEH YacTH, TOT/Ia KaK J0PCO-BEHTPAIbHAS
0Chb OPHEHTHPOBAHA B COOTBETCTBUU C BEKTOPOM T'paBUTAIMH, C 0OpAIIEHHON
K cyOcTpaty BeHTpaibHOU cToponoi (Minelli, 2003; Manuel, 2009). 3epkaib-
HO-CUMMETPHUYHOE PACIOJIOKEHWE OpPraHOB ABHKCHHS JaeT IMPEeUMYIIecTBa
IUTsl IPSAMOJIMHEHHOTO JBUKEHMSI, I03TOMY KOHEYHOCTH IOAUYMHSIOTCS Ouila-
TepaibHON CHUMMeTpHUH OoJiee CTPOTOo, YeM BHyTpeHHue opransl (Beitns, 2003).
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Bo3MoXHO, 3TO 0OBSACHSET BEIMHpPAHHE IPEBHUX OMIIATEPUHA CO CKOJB3SIICH
CUMMETpHeN cerMeHTanuu. VTak, 11 akTHBHOTO TIepeMelIeHnsT Heo0Xonnma
BEKTOPU30BAaHHOCTh CTPOEHUS Tella; OPUEHTAIMsI OCHOBHBIX OCEH OpraHm3ma
COOTBETCTBYET CUMMETPUHU (PU3MUECKUX MOJCH M I'PaHUIHBIM YCIOBUSIM OOH-
TaHUsl Ha pasjele Guandeckux das.

[TonsipHOCTH 3apofbIlia yCTaHABIAWBACTCS W 0€3 BHEMTHUX (DU3UUECKHUX
BozneticTBult (3aperkon, 2009), B 6nosorndeckoM MopQoreHese HaOIogaeTCs
Y 2HJIOTEHHOE BO3HUKHOBEHWE HOBOW cMMMeTpuu; mpuHIuN Kiopu aelicTByeT
B nepuoabl HectabmnbHocTH (Beloussov, 2012). [Ipu onpeaeneHHbIX KpUTHYE-
CKHX, HEPAaBHOBECHBIX YCIIOBUSX JCUCTBUE PU3MUECKUX (PAKTOPOB MOKET CTa-
HOBUTBCSI OIIPEEIISIONIUM JH00 IMMHUTHPYOUIUM (akTopoM. TakoBa poiib rpa-
BUTAI[MU B CTAHOBJICHUHU JIOPCO-BEHTPAIBHON MOJSPHOCTH Y aM(UOWN NTHII,
BO3JICHCTBHE TPaJueHTa OCBEIIEHHOCTH Ha TOJISIPU3AIUIO 3UTOTHI (DY KOUIHBIX
Bonopocieit (Mcaesa, 1994, 2005). [Ipumepom Gu3ndeckoro BIUSHHS, ETEP-
MUHHUPYIOLIET0 aCHMMETPHUIO MPABOH U JIEBOH CTOPOH TeJla MO3BOHOYHBIX JKHU-
BOTHBIX, CITY’)KUT HamlpaBIsieMblli OMEHHEM PEeCHUYEK BEKTOPHU30BaHHBIN MOTOK
xuakocTu. [loqoGHas 3aBUCUMOCTH OCEBOM MOJSAPHOCTH 3apOJbIIIa B 3aBUCH-
MOCTH OT BEKTOpa (PU3UYECKOrO BO3JEHCTBHUS IEMOHCTPHPYET UMIPHHTHUHT
(hm3UUeCKUX TPAIUEHTOB CPeAbl OWOIOTHYECKOW CHCTEMOW B COOTBETCTBHH
¢ npunnunoM [1. Kropu: cummeTpus Bo3neicTBui cogepxxutcs B dhdexTax.

Konuenuuu Tononoruu u GppakTanbHON reOMeTpUN ObLTH IPUMEHEHBI HAMU
JUISL MHTepIpeTaluyd AMHAMHUKU TpaHCPOpMalUld CHUMMETPUU B HBOJIOLHUH
1 OHTOT'€HE3¢ MHOTOKJICTOUHBIX KMBOTHEIX (Isaeva et al., 2008, 2012; Presnov
et al., 2010). Ha cyOkieTouHOM, KIIETOTHOM M HAJKJIETOYHOM YPOBHSIX OMOJIOTH-
YEeCKOW OpTaHM3aIliy TeTePOTeHHOE paclpe/ielieHe CTPYKTYPHBIX KOMITOHEH-
TOB, HIOHHBIE IIOTOKH ¥ TEHEPUPYEMbIE UMH 3JIEKTPUUYECKHE T10JI4, I10JIs1 MEXaHU-
YEeCKUX HATSHKEHWH, HAITPABJICHHOTO KJIETOUYHOTO ABMIKEHUS H T.A. TIPOSIBIISIOT-
Csl KaKk CKaJIsipHbIe, BEKTOPHBIC IOJIsl U TOJI HarpaBieHui. Hanpumep, TpaHc-
KJICTOYHBIE MOHHBIC TIOTOKU T€HEPUPYIOT NEKTPHUUECKUE MO Ha KJIETOYHOM
Y TKAaHEBOM YPOBHSX; OCeBas MOJSIPHOCTH OOLNTA M SWIA JIEMOHCTPHPYETCS
B BHJIE TPAHCKJIETOYHOTO HOHHOTO TOTOKAa, T€HEPHPYIOMIEr0 BHEKJIETOYHOE
anekTpuueckoe moie (Nuccitelli, 1984). [IpocTpaHcTBEeHHAs OpraHU3aNKs MOP-
(oreHeTHYECKUX MOJICH aHAIN3UPYyeMa B TOMOJIOTMYECKUX TEPMHUHAX, U TOIIO-
JIOTHYECKUH SI3BIK MOXKET JaTh IIPU ATOM aJIeKBaTHOE ONTUCaHNEe OMOIOTHYEeCKO-
ro moporene3a. Hen30eXKHOCTh TOMApU3AIAN SHIIEBON KJICTKH KaK BO3HUK-
HOBEHWE TOTIOJIOTHUECKOW CHHTYISIPHOCTH BEKTOPHOTO TOJIS Ha cdepe claenyeT
n3 teopembl Ilyankape-Xomga. CoriacHo 3TOH Teopeme, BEKTOPHOE IoJie Ha
cdepe Hen30ekKHO UMEET, N0 KpaliHEeH Mepe, OIHY CHHTYJIIPHOCTb — TOUKY C HY-
JIEBBIM 3HAUYCHHEM MOJISL. DTa CHHTYJISPHOCTH Pa3pylaeT chepruideckyto cuMMe-
TPHIO TOJIsI, OIS pU3ys stitiieByto chepy (Presnov et al., 2010; Isaeva et al., 2012).

OormrazMaTHyYecKyIo Cerperamuio MOKHO paccMaTpuBaTh Kak OTOOpake-
HHe, KapTupoBaHue mapa Ha cebs xe (Presnov et al., 2010). Cornmacuo Teo-
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peme bpayspa, mob6oe HempephIBHOS 0TOOpaKeHHE Mapa B caMo ce0s UMeeT
(ukcupoBaHHYI0 TOUKy. DUKCHpPOBAaHHAs TOYKA HEMpPEephIBHOW nedopmanun
STUTIEBOM c(hepbl — ATO CHHTYJISIpHASE TOYKA BEKTOPHOTO MOJISI CMEIICHHS KOP-
THKaJbHBIX KOMIOHEHTOB. TakuM 00pa3oM, JOKalbHbIH MOPSA0K MTPOHUKHO-
BEHHS CIIEPMUS U OOMNJIa3MaTHYECKOM Cerperamuy CBs3aH ¢ MHTETPAIBHBIM
HOPSIAKOM U CUMMETpPUEN si1a.

JpoGiieHne 3uUTOTHI CO3/1aeT MAaTTEPH KJIETOYHBIX KOHTAKTOB Ha MOBEPX-
HOCTH 3apOJbIIlia — JUCKPETHOE MOP(OreHETHYECKOE TM0JIe ¢ HEM30EKHO MPH-
CYTCTBYIOIIMMHU CUHTYJSIpHOCTAMH. [lo3unnonnas uHdopmamus JUCKPETHOIO
MOP(OreHETHIECKOTO MOJIsl HAa TOBEPXHOCTH APOOSIIErocs 3apojiblia onpese-
asieTcst Teopemoii I'aycca-boHHE Kak CBSI3b MEX/y JIOKAJbHBIM M UHTErPaJlb-
HBIM TOPSAKOM. YUHCIIO COCeNHMX KIIETOK KaKOW-THOO KJIETKH THUCKPETHOTO
MOP(HOTEHETHYECKOTO OIS — JIOKAJBHBIH MOPSIOK 3TOTO OIS, a 00IIee YUCIIO
BepIINH, pedep U rpaHei rpada 3Toro mojis — ero HHTErpaIbHBIN TopsIoK. Te-
opema ['aycca-bonHe onpenensier AUCKpETHYIO KIeTouHyI0 KpuBu3Hy (Iaycco-
By KpuBu3HY) (Presnov et al., 2010). Ecniu cymma npuiieraiomux rpaneit 6oinee
6, KpUBU3HA T'PaHM CTAaHOBUTCS OTpHIaTeNbHONW. Ha moBepxHOCTH 3apojbliia
HEeN30€)KHO BO3HHUKAIOT KJIETKH OTPUIATEIBHON W TIOJIOKUTEIBHON KPHUBU3HBI.
[TocTynupoBana kay3ajibHasi CBA3b MEXY OTPULIATEIBHON KPUBU3HOM NOBEPX-
HOCTH KJISTKH U TOCIENYIONUMA MOP(OreHeTHUECKUMHU KIICTOYHBIMU JIBHUIKE-
HUSIMU NIpu TacTpynsuuu. [lo kpaiiHelt Mepe, y HEKOTOPBIX KUBOTHBIX JIOKAJIHU-
3alisl UHBarmHAUU (MM UMMUTPALMY, OTPYKEHUsI KJIETOK) IPHU racTpys-
LN COBMAJAET C PACIIOJIIOKEHUEM CHHTYJISPHOCTH OTPHUIATEIbHOW KPHUBU3HBI,
T.e. KJIETKH C BBICIIMM 3HAYEHHWEM YHCIIa CTOPOH, HA BETETAaTUBHOM TIONIOCE,
TOTa KaK Ha aHMMAaJIBHOM ITOJIFOCE PACIIOIOKEHBI MOJIOKUTETHHON KPHUBU3HEI
(Presnov et al., 2010). [TosiBiieHne 61acTOMEPOB APOOSIIIErocs 3apobIia ¢ pas-
JIMYHBIM YUCJIOM CTOPOH 03HAYaeT pa3pylLIeHHe CUMMETPUH JUCKPETHOIO MOp-
(horeHeTHYECKOro moJsi.

DBONIONIMOHHBIE TPE0OPa30BaHM I MHOTOKJIETOYHBIX )KMBOTHBIX MOTYT OBITh
MIPENICTaBICHBI KaK TOMOJOTHYeCKHe MOTU(PUKAIINN STUTEIHAITFHON TOBEPXHO-
cTu Tena. B apomrorin Metazoa MbI HAXOIMM HECKOJIBKO TOTIOJIOTHYECKUX TPaHC-
¢dhopmaruii (Isaeva et al., 2006, 2008, 2012). Bo3HUKHOBEHHE CKBO3HOTO KHUIIICY-
HUKa — TOIMOJIOTMYECKOE MPeoO0pa30BaHNe BaKHOTO YBOJIOIMOHHOTO 3HAUYCHMUS,
JaBIasi BO3MOKHOCTh BEKTOPH30BaHHOH AuddepeHranny KUIeuHoH TPyOKH
W JTydmedl yTHIM3aluy TUTaHUS W3 OKPYIKAIOMIEH Cpeapl. DNHaepMaibHbIH
W KHUIICYHBIM SIHUTEIINH, SIUTEIHN IBIXaTeIBHOM CHCTEMBI, IICIIOMHYCCKON
CHCTEMBI — TIOTPaHUYHBIC TKaHU, OTACISIONME BHYTPEHHIOK CPEy OpraHu3-
Ma OT Hapy»XHOH OKpyxaromel cpeabl. Tomonoruueckue TpanchopManuu mo-
BEPXHOCTH TeJa B 3BOJIFOIIMM MHOTOKJIETOUHBIX KUBOTHBIX BEJIM K YBEJTUUEHUIO
MJIOIIA/IA SMHUTENNAIbHON TMOBEPXHOCTH, YTO ONTHMHU3MPOBAJIO pacmpesene-
HYE TTOTOKOB, HAIIPABJICHHBIX W3 BHEITHEH CPeIbl B OPraHU3M, U U3 OpraHu3Ma
BO BHENIHIOKO CPEIy, CIY KAyl HCTOYHUKOM MUTAHUS U KUCIOPOAA M CTOKOM
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9KCKPETOB, 1 00ECIeUNBAIIO JTYUIITYIO aIallTAI[MI0 OPTaHU3Ma K OKPYKEHHUIO.
YcToiunBOCTD JIFOOOTO OpraHu3Ma M JI000W CTPYKTYpHOU (OPMBI OCHO-
BBIBA€TCS HA T€OMETPHUYECKOW CYIIHOCTH, MOP(OIOTHS CTPEMHTCS K (Qopme
MpeieIbHO YCTOWUMBOM 1 MHBapHaHTHOH BO BpeMeHu (Tom, 2002). CummeTpust
NOpOoXKJaeMa He I'eHaMH; 3TO CBOMCTBAa MPOCTPAaHCTBA, BPEMEHHU, MAaTCpUU H
suepruu (xan, 2006). Henz0exxHast TOMOIOTHYECKAS 3aBUCUMOCTh M OTpaHU-
YeHus TpaHchopMaIuii CHMMETPUU HHTET PUPOBAHBI, BCTPOCHBI B TEHETHIECKH
JIETEPMHUHUPYEMbIE TTPOIECCH OMOJIOTHYECKOT0 MOp(orenesa, KOTOPhI He MO-
XKeT ObITh HE3aBUCHM OT (PU3MUECKOW U TOTIOJIOTUYECKOW OpraHU3alliy HAIIEeTO
npoctpancTBa. Takum 00pa3oM, (PU3UUYSCKUN M TOMOJIOTHUSCKUN UMIICPATUB
KaK OIpeeNICHHbI Ha0Op MpaBWJI OIpaHUYMBACT M HAMPaBIIIET MOPQOreHes3
ouonornueckux cucteM (Isaeva et al., 2008; Presnov et al., 2010).

3AKJIFOYEHUE

[NomMumo Takux KiaccM4ecKuX (OpM CUMMETPHH, KaK MOBOPOTHAs (paju-
aJpHas), 3epKaJibHas (OuyiaTepaibHasl) U MepeHOCHas (TPAaHCIISIUOHHAS), B OHO-
JIOTHYECKOM MOpQOreHe3e MposBIsETCs MacmTabHas CHMMETPHsI, BKIIIOYArO-
mas ¥ HeJTMHEeHbIE TPpeoOpa3oBaHuUsL.

LuTockeneTHO/MOTOpHAsT CUCTeMa SHIEKICTKA (HYHKIIMOHUPYET KaK TIo-
OaJIbHBIN MOP(OTEHETHYECKU IETEPMHUHAHT, ONPEASISIONINI TPeoOpa3oBaHus
CUMMETPUU U OCEBbIC KOOPJAUHATHI 3apojbliia. OyHIaMeHTalIbHbIe TpaHchop-
Malli CAHMMETPHHU Ha KJIETOYHOM YPOBHE B XOJIC OOT€HE3a U paHHETO Pa3BUTHUS
KUBOTHBIX JAETEPMUHUPYET OCEBBbIE KOOPAMHATHI OyAyIIero opraHu3Ma, TOraa
KaK B XOJle TIOCIEAYIOMIETO Pa3BUTHSA MacmTad TpaHchopManuii CHMMETPHH
yMeHbInaeTcs. MopdoreHe3 BEeTBSIINXCS STUTEIHAIBHBIX KAaHAIOB IMOPOXKIACT
(IYKTYUpYyIOIIYI0O aCHMMETPHIO, Pa3pyLIaloNlylo pajuajibHyI0 MK Ouate-
panbHyI0 CHMMETpHIO opranusma. B mporecce ¢gpakransHoro mopdorenesa u
JOPYTHX IPOSIBICHUH QIyKTYHPYIOIEel aCHMMETPHH BO3pAaCcTaeT YPOBEHb Xaoca.

HOBTOpHeMLIe CcOOBITHS B Imponeccax CErMeHTanun (TpaHCHHHHOHHaSI CUM-
METpHs) U BETBJICHHS KaHAJIOB ()paKTaIbHBIX CHUCTEM OpraHu3Ma (CHMMETpPHS
oI00Msl) KOHTPOIHMPYIOTCS MHOTOKPATHOHM, OCIIJUIAPYIOMIEH 3KCIIpecchei
KOHTPOJUPYIOIMIMX WX T€HOB MM KOHTYPOB I'€HHBIX CETEH, MPEACTaBIsis CO-
0011 5 dhexTuBHBIN criocod MopdoreHe3a Ha OCHOBE OTHOCUTENIEHO HEOOBIION
Te€HETHYECKON IIporpaMMBbl. B OBOJIFOOMHN HCIIOJIb30BaHbl MHOTOKPATHBIC I10-
BTOPHI T€HOB, MOJTyJIEH TEHHBIX CETeH, T€HHBIX KJIACTEPOB M LEIBIX T€HOMOB.
B wHauBUAYyanbHOM pa3BUTHH TOBTOPSIOTCS HEKOTOPHIE ATAIbl MOpQOoreHesa
(HampuMep, TPH CETMEHTAIIMY, BETBJICHUH JIBIXaTeIIbHOW CHCTEMBI, MOP(OTeHe-
3€ JKele3 U T. 1.), IPU NOJIMAIMOPHOHHHU U APYTHX THUIAaX OEcIojoro pa3MHOXKe-
HUSI — CTaJIMH IPOOJICHM S, OJIACTYIISIIIUU, TACTPYJISIINH, U BECh IPOIECC 0J1aCTO-
redesa. Urepauuu — 3¢ heKTUBHBINA U palliOHAIbHBIN CIIOCO0 YMHOKEHUS U T10-
Clenytomel UBEPTreHIINN YIa9YHBIX IBOJTIOIMOHHBIX HAXOO0K, O0a3upyIomuiics
Ha TPAaHCISAIHMOHHON CHMMETPHH.
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Heunsz6exxHoCTh Mpeodpa3oBaHnil CAMMETPHH B XOZE Pa3BUTHSI TPOTPAMMHU-
pOBaHa T€HETHYECKH W IIUTEHETHYECKH. SIBJIeHNE KOMMHEApHOCTH HoX-TeHOB
— ©IMHCTBEHHBIN OJHO3HAYHBIA IPUMEp OTOOpaKeHHs, MEpPeHoca MPOCTPaH-
CTBEHHOTO TOPSIAKA PACIIOJIOKEHHUSI T€HOB B IPOCTPAHCTBEHHO-BPEMEHHOI TO-
PAZIOK MX 3KCIPECCHM M OCEBOM MaTTepH 3apojbllia U OyAyIIEro opraHu3ma,
0OBIYHO K€ 0TOOPAKEHHE TeHOTHII-(PEHOTHUIT OTIOCPEIOBAHO CJ0KHON HEJTUHEH-
HOM CEThI0 B3aMMOJIECTBUI T€HHBIX MPOAYKTOB, KJIETOK U UX CHUCTEM B MPO-
1eccax pa3BUTHSL.

Hewns0exnast 3aBUCHMOCTb Pe0Opa30BaHUN CUMMETPUU OT (DPU3NUYECKHX,
F€OMETPUUYECKUX M TOMOJOTMYECKUX CBOMCTB MPOCTPAHCTBA BCTPOEHA, MHTE-
IpUpoOBaHa B poIecchl OHoIornyeckoro Mopdorenesa. @U3N4ECKUil U TOMOIIO-
TUYECKU UMIIEPATHUB JIUMUTHPYET M HAMPABIIeT OHojormieckoe popmoobdpa-
30BaHHE, KOTOPOE HE MOXKET ObITh HE3aBIUCUMBIM OT (PU3MYECKOM U TOTIOJIOTHYe-
CKOIi OpraHu3alliy HAIIero MPOCTPAHCTBA.
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SYMMETRY TRANSFORMATIONS
IN THE ONTOGENY AND EVOLUTION

© 2013 V.V. Isaeva

Symmetry transformations are fundamental phenomena in the development and
evolution of multicellular animals. Symmetry transformations at the cellular level during
ovogenesis and early development determine basic axis of the future organism, where-
as the scale of the transformation of symmetry is reduced in the further development.
Large-scale symmetry (symmetry of similarity) in in biological morphogenesis appears
addition to these classical forms of symmetry: the rotational (radial), mirror (bilateral)
and portable (translational). The chaos is growing in the process of fractal morphogen-
esis and other demonstrations of fluctuating asymmetry. Biological symmetry and other
variants of morphofunctional iterations — is an effective way of morphogenesis using
iteration of genetic programs.
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Mopdghocenes 6 uHOUBUOYATLHOM U UCTIOPUYECKOM PA3BUMUN: CUMMEMPUS U ACUMMEMPUSL
Cepus «l'eo-6uonocuueckue cucmemsoi 8 npownomy. M.: IIMH PAH, 2013. C. 44-53
http://'www.paleo.ru/institute/publications/geo/

CUMMETPUA, ACUMMETPUSA, JTUCCUMMETPUSA
N O9HAHTUOMOP®U3M INOJUIAPUUYECKHUX ®OPM

FO.J1. BoiiTexoBckuii
Teonocuyeckuti uncmumym KHI] PAH, . Anamumut
woyt@geoksc.apatity.ru

B craTbhe paccMOTpeHBI MOCIIEAHNE PE3YIIBTATHI 110 TIEPEUNCIICHHUIO H OTTH-
CaHWIO TOYCYHBIMH I'PYTIIIaAMU CHMMETPHH KOMOMHATOPHOT'O MHOT000pa-
3MsI BBIMYKJIBIX TTONNAApoB. OHO siBisieTcst (POHOM, Ha KOTOPOM pPa3Bo-
paunBaeTcst MOp(OreHe3 MoINdIPHIECKIX MUHEPAIIBHBIX M OnoIornye-
CKWX WHJUBHIOB B UX OHTOTEHE3€ U (DHIIOTEHE3E BO BCEM pa3HO00pa3uu
MIPOSIBJICHUH: CUMMETPHH, aCHMMETPUHU, THUCCUMMETPHH, S3HAHTHOMOP-
¢dusme.

BBEJEHUE

CuMMeTpus, aCHMMETPHs, TUCCUMMETPHUS U SHAHTHOMOP(HU3M TTPUPOTHBIX
(hopM kak pe3ynbrar MOpdoreHe3a, KOMIPOMUCC BHYTPEHHHUX MOTEHIUN 00b-
€KTa U OTPaHUYEHUM CPEeIbl — KIacCUUecKasi TEMa UCCIIENOBAHNUM B €CTECTBEH-
HBIX HayKax. X paccCMOTpeHHE Ha TPUMEPE MOJIU3APUICCKUX (DOPM ITpaBoOMeEp-
HO U MHTEPECHO IO JIByM INpUurHaM. Bo-miepBbIX, OHM Ype3BbIUaitHO pacipo-
CTpaHEHbl B MUHEpaJILHOW mpupojie. MieanbHble KPUCTAIIBI CYTh BBITYKJIbIE
ronuaApeL. Ha TOM CTOAT TeopeTndeckue pasienbl KpUCTalaorpaguu 1 MUHe-
panoruu. Ho monusapudeckue GopMbl BCTPEUYAOTCS M B OMOJIOTMUYECKON TIPH-
pOJie: CKENIeThl paauoIpuii, UKOCAdIPUUECKIE BUPYCHI, IICHOOUU BOJIBBOKCO-
BBIX 3€JIEHBIX BOJIOPOCIIEH, MbLIbIA PACTEHUN U T. . — BOIIPOC JIUIIb B CTENEHU
HUX TEOMETPUMYECKON Haeanru3auu. Bo-BTOpbIX, UMEHHO Ha MOJMUDIPUUECKHX
(hopmax Kiaccuueckast TEOPHsI CHMMETPHHU U €€ MHOTHE PaCITUPEHUS Oy IH-
U HauOOIbIIIee Pa3BUTHE W HATJISTHYIO WHTEPIPETAIHNIO, YTO BaXKHO IS UX
TMIOHUMaHMS U MEKIUCUUIUIMHAPHOTO UCIIOJIb30BaHMS.
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BBIITYKJIBIE ITOJIN3/IPbl: CUMMETPU A, ACUMMETPI A,
OHAHTHUOMOPOU3M

WHTYHUTHBHO SICHO, 9TO I CBOUX MOJM3APUUYECKUX CO3aHUH mpupoza Oe-
PET MOJIeN TN U3 HEKOTOPO# «0a3bl NaHHBIX». HO HaCKOJIBKO OHa BEIMKa, KaK pa3-
JINYaTh U MEPEUUCIISATh MOHAAPUYECKre (POPMBI, KAKOBBI aKIIEHTHI BHYTPH UX
MHOroo0pasusi? Jta npobiemMa JaBHO HHTEPECOBala MaTEMAaTHKOB, TIOHAYAITY —
0e3 MPUIOKEHHH K MPUPOJHBIM 00BEKTaM. YKe Ha paHHEH CTaJMH UCCIENO-
BaHUS OBLITN CHOPMYITUPOBAHBI (DYHIAMEHTAITHHBIC TIOHATHSI KOMOMHATOPHOTO
THIIA 1 KOMOWHATOPHOM (TOMOJOTHYECKON) CUMMeTpHuH Toymdapa. KomOuHa-
TOPHBIN THI — CIIOCO0 OpPraHU3aIUH MONU3APa U3 JaHHOTO Habopa N-yTroIbHBIX
rpaHeil — onmpeAeseT MOJUAIP C TOYHOCTBIO 10 HEIPEPhIBHOM JedopMaLnu.
KombunHaTopHas cuMMeTpusi — TodeuHas rpyInra CUMMETPUH CaMOro CUMMe-
TPUYHOTO TMOJTUIPA JAHHOTO KOMOMHATOPHOTO THIIA (B IAHHOM KJjlacce KOMOH-
HaTOPHOHN SKBHBAJIEHTHOCTH).

Hecmotps Ha kaxyIyrocs SCHOCTh KaTerOpUU CUMMETPHH, €€ HEe ITPOCTO
OTIpEeIeTTUTh IO CYTH. Yare Bcero noj CMMMETpUer KOHeYHOW (hOpMBI ITOHIMa-
IOT €€ COCTaBJICHHOCTh U3 paBHBIX yacTed. HekoTopbIM aBukeHHEeM, (pU3HYecKH
peanu3yemMbIM (TOBOPOTHI) MIIH HE Pealin3yeMbIM (OTpaskeH ), OHa 4acThb Hop-
MBI TIEPEBOIUTCS (MJIM BOBCE HE TIEPEBOAUTCS) B ApyTyIo. [ pymnma (moHnMaemas
B TOYHOM ajTreOpandeckoM CMBICIIE) ABMIKCHUHN, TIepeBOAAMNX HopMy B ceos,
1 XapaKTepu3yeT ee CUMMETpHIo. UTo KacaeTcss aCHMMETPHH, TO CETOIHS He
CYLLIECTBYET MHOTO CII0c00a ONMpeNesIuTh €¢ HHaue, KaK 4epe3 OTPULAaHUE CHM-
MeTpuu. Kaxercs, oHa ()yHJIaMEHTAJIBHBIM 00pa30M CBsi3aHAa C JIBHIKEHUEM,
HEYCTOMYMBOCTHIO COCTOSHHMM M JOJDKHA OBITH MPHUCIIOCOOJIEHA K OIHCAHUIO
WMEHHO 3TUX (QyHKIMH TPUPOAHBIX chUcTeM. BO3MOKHO, UMEHHO B OHOJIOTHH
OyZeT OCO3HAaH MPUHIHI ITO3UTHBHOTO (KOHCTPYKTHBHOT'O, 0€3 OTPHIIAIOIICH
MIPUCTABKH «a») OMpPEJIeIeHNsI aCHMMETPUH U KIacCUu(PUKAITNU TaKUX QOpPM.

Boraras mcropusi cucTeMaTHYeCKOro M3y4YeHHsT KOMOWHATOPHOI'O MHOTO-
00pa3us BBITYKJBIX MOJIM3APOB, OXBAaTUBILAs BTOpPYIo nosoBuHy XIX u Bech
XX Bek, onmcana B katajorax (BoiitexoBckuii, Crenenmukos, 2008a, 0). Pe-
3YyJbTaT MOXECT IMOKa3aTbCsd HE3HAYUTCIbHBIM, BEAb HAa CCrOAHA NEPCUNCIICHBI
«BCETO JIUIIB» 4- ... 12-37pBI B IPOCTHIC (B KAXKIOW BEPIIMHE CXOMSATCS POBHO
Tpu Tpanu) 13- ... 16-3ape1. Ho 00paTnM BHUMaHHE Ha YHUCIIO N-3APOB C POCTOM
not4 no 12: 1, 2, 7, 34, 257, 2606, 32300, 440564, 6384634; 1 unciao npocTbIX
n-37poB ¢ pocToM n OT 13 1o 16: 49566, 339722, 2406841, 17490241 — oHo pacTeT
ObIcTpee, yeM SKCIIOHEeHTa. A Beb 3TO JIMILb Hauajlo MHOrooOpa3usi. Pazouenus
KJIACCOB N-3]IPOB 10 YUCITy BEPILUH JIaHO B Tadnule 1.

KakoBa cuMMeTpuitHas CTaTHCTHKA H3y9ICHHOTO MHOT000pasus? Bee 4-, 5-
1 6-57pbl KOMOWHATOPHO CUMMETPUYHBL. Cpenn 7-31poB KOMOMHATOPHO aCHM-
meTpuaHbl 7 (20.588 %), 8-3apoB — 140 (54.475 %), 9-snpos — 2111 (81.005 %),
10-31poB — 30014 (92.923 %), 11-3apoB — 430494 (97.714 %), 12-3npos — 6336013
(99.238 %), mpocThix 13-31poB — 47030 (94.884 %), 14-30poB — 331796 (97.667 %),
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Ta6auna 1. Yrcna KoMOMHATOPHO Pa3IMIHBIX N-3APOB C V BEPITHHAMH.

‘{i’) 4(5|16/7|1 8] 9 | 10 11 12 13 14 15 16
4 |1

5 11

6 1|2 2

7 21811 8 5

8 2(11(42 | 74 | 76 38 14

9 74 1296 | 633 | 768 | 558 219 50

10 76 | 633 [2635| 6134 | 8822 [ 7916 | 4442 1404 233
11 38| 768 [ 6134 [ 25626 | 64439 | 104213 | 112082 | 79773 | 36528
12 14 | 558 [ 8822 | 64439 | 268394 [ 709302 [ 1263032 | 1556952 | 1338853
n,

— 16 17 18 19 20 22 24 26 28
10 233

11 | 36528 | 9714 | 1249

12 | 1338853 789749 [ 306470 | 70454 | 7595

13 49566

14 339722

15 2406841

16 17490241

15-31poB — 2382352 (98.983 %), 16-3mpoB — 17411448 (99.550 %). B MHOT000-
pas3uu yCTaHOBIIEHBI MONUAAPH 24 kpuctammorpapudeckux (1, 2, m, -1, 3, 222,
mm2, 4, 2/m, -4, 32, -6, 3m, 4mm, mmm, -42m, -6m2, -3m, 6mm, 23, 4/mmm,
6/mmm, -43m, m3m) u 20 Hekpuctauiorpadpuueckux (Sm, 7m, -82m, 8mm, 9m,
-10m2, -5m, 10mm, 11m, -12m2, -7m, -14m2, 8/mmm, -18m2, 10/mmm, -22m?2,
12/mmm, -26m2, 14/mmm, -3-5m) kiaccoB cummMmeTpuu. OHU HE HAWIEHBI B
KpucTaiorpadudecKkux Kiaccax -3, 4/m, 422, 6, 6/m, 622, m3, 432, 9to npen-
CTaBIIIET UHTEPECHYIO 3a/1a9y.

CHRDPDHOD

Puc. 1. [Ipocreiinie KoMOMHATOPHO-ACHMMETPHYHBIE TOMUAIPHI B Mpoekiuu llnerens Ha

OJIHY M3 I'PaHEH.
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Puc. 2. IlpocTeiiniue noaudapsl ¢ TOYEYHOH IPyNIOH CUMMETPUH 2.

['maBHBII BEIBOA COCTOUT B TOM, YTO C POCTOM N JOJS1 KOMOWHATOPHO aCHM-
METPUYHBIX N-31poB acumnTorudecku crpemurcs k 100 %. Ho ona BozHukaet
Ha OTPEICIIEHHOM YPOBHE CIIOKHOCTH, @ UMEHHO ¢ 7-31poB (7 u3 34, puc. 1) u
Jajee CTPEeMUTENbHO HapacTaeT. Cpenn Maiol TOJMKY CUMMETPUYHBIX (HOpM
npeoOnanatoT (o yOIBAHWIO) TOYEYHBIC TPYIIIBI CUMMETpHH m, 2 1 mm2. Ha
ux (hoHe mpoune rpynibl CAMMETPHH BCTPEUAIOTCS KpaliHEe PesKo.

DHaHTHOMOP(HU3M JIOMYCKAIOT HE TOJIBKO KOMOMHATOPHO aCUMMETPUYHBIC
¢dopmbl. BaxxHo, 4TOOBI B UX TPYIIIIE CAMMETPUU COACPIKAIUCH JIUIIH TOBOPO-
ThI. Takas hopma ¢ TpyIIoi CHMMETPHH 2 BIIEPBBIC MOSBIISIETCS] CPEU 6-31IPOB,
cpenu 7-31poB ux 4 (puc. 2), cpenut 8-3apoB — 22, ganee uX 4Uciao OBICTPO pac-
TeT.

C pocTOM N MOCTENEHHO MPOSBIAIOTCA BCE HOBBIE YHAHTHOMOP(HEIE TPYII-
nel: 3 cpeau 9-5apoB, 222 cpenu 10-3apos, 32 cpenu 11-3apos (puc. 3) u T. 1.
[o-BuarMoMYy, BBISIBICHHBIE CHMMETPHIHBIE CBOMCTBA KOMOMHATOPHOTO MHO-
roo0Opasust BEITYKJIBIX TOJTHIIPOB — B OCOOCHHOCTH TOTAJIbHAS ACHMMETPUS — B
1eJIOM XapakTepusytoT 3D eBKJIMIA0BO mpocTpaHcTBO. Ho Torma oHM JOMKHBI
OTpaxkaTbcsi B MOpGOreHe3e MUHEPaIbHbBIX U OHOJIOTHYECKUX (POPM.

Hanpuwmep, H.A. 3apenkos (2009) oOcysxaaet ctaguu JpodiaeHus B SMOpH-
OreHe3e JKUBOTHBIX, paCCMaTPUBasl KJICTKY, OKPYKEHHYIO IPYTUMH KJIETKaMH,
B KOMOMHATOPHOM IPUOIMKEHUN Kak monudap. Cpeau THIIOB JIPOOJICHHS UM
BBIJICIISICTCS CIUpalibHOE. M3 CKa3aHHOTO BBIIIE CIIEYET, YTO CIIUPATbHbIIN Xa-
paKkTep KJIETOYHOH CTPYKTYPhl MOXKET OBbITh 3aJI0KEH 1O (hOPMaJIbHON reoMe-
TPUUECKOH MPUUYMHE HE paHee, YeM Ha TPeTbel cTaauu ApoOseHus OiactoMme-
POB — mpocTeliasi SJHAHTUOMOPQHAST KIETKa SABIsIETC 6- UM 7-3POM, UTO C
Y4eTOM OKPY’KaIOUINX KIETOK TPeOyeT 7- uiIn 8-KJIETOUHOrO KiacTepa.

PP DB

Puc. 3. [Ipocreiimme TOMUAAPE C TOYSYHBIMH IPYIIIIAMU cUMMeTpun 3, 222 u 32.
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I[TPOCTPAHCTBA B.1. BEPHAJICKOI'O,
IMPUHIUAIT IT. KIOP1 U JTUCCUMMETPU A

Kareroputo nmuccumMmeTpun 1eecoo0pa3Ho paccMaTpuBaTh B CTOIKHOBE-
Huu unaeit B.M. BepHajickoro o mpocTpaHcTBax 3eMHOU peajibHOCTU U MTPUHIIH-
na 1. Kropu. «Hatypanuct, ucxoas U3 IKOJIBHOW PyTHUHBI, BCE BPEMSI MBICIUI
0 €AMHOM MPOCTPAHCTBE, HO HE O Pa3HbIX MPUPOJHBIX MPOCTPAHCTBAX, HE O
COCTOSIHUSIX MIPOCTPAHCTBA. <...> B TedeHue ThICSUYENeTHl, TOBOPSL O MPUPOI-
HBIX WJIM €CTECTBEHHBIX TEJaX, OH HE CO3HABAJ M HE YTBEpXKIal (4TO ceifdac
MIPUXOJIUTCSA JIENIaTh), 9TO KAXJ0€ MPUPOIHOE TEIIO0 W KaXKJ0€ MPHUPOTHOE SB-
JICHWE UMEET CBOE COOCTBEHHOE MaTePHAIbHO-YHEPTreTHYECKOe MMPOCTPAHCTBO,
KOTOPOE€ HATYpAJIUCT U3YYaET, U3yuasi CAMMETPHUIO. YTBEPKAasl 3TO, 51 BBOXKY B
TEOJIOTUIO HOBOE OMPE/IEICHUE — IPOCTPAHCTBO 3¢€MHOM peajJbHOCTH, TO, KOTO-
poe Bcerya uzyvaet Heu30exkHo HatypaaucT» (Beprauckuii, 1965, c. 166).

s onucaHus COCTOSIHUM MPOCTPAHCTB 36MHOM peajibHOCTH BepHaickuii
HaIles B Ka4eCTBE MHCTPYMEHTA aJIeKBaTHOE IO MHUPOTE IMIHPUUIECKoe 0000-
menue —npuHiun guccummetpuu [, Kropu. «Ipogokaroniuecs 10 cux nop mno-
MBITKU CBECTH BCE MPUPOJHBIC TPOSBICHUS NPOCTPAHCTBA UIJIU IPOCTPAHCTBA-
BPEMEHHU B UX AMIIUPUUYECKOM BBISIBICHUU K ONHOMY DBKJIUJOBY IPOCTPAHCTBRY
HE TIPUBEIU K TOYHBIM Pe3yJbTaTaM U HE AAIOT SICHOM KapTHUHBI OKPYIKAIOIIIETO.
Maue npencrapisieTcss 0e3HaAC)KHBIM U HEONTPaBIAHHBIM HAYYHOH JTOTUKOH MPo-
JIOJIKaTh 3TH MONBITKH. MbIciap Kropu 0 1uccuMMETpPUN KaK COCTOSIHUSIX IPO-
CTPAHCTBA OTKPBIBAECT, MHE KAXKETCsl, HAM HOBBbIE BO3MO>KHOCTH, HOBBIE ITYTH
MOHMMAaHUS OKPYKaIOIINX Hac 3eMHBIX sBIeHui» (BepHaackuii, 1965, c. 169).

B yem coctout nmpunuun II. Kropu? «Xapaktepuctuueckas CUMMETPUS
HEKOTOPOT'O SIBICHUS €CTh MaKCHMAaJbHAs CUMMETPHUSI, COBMECTHMAs C CYIIE-
CTBOBaHHUEM SIBJICHUA. SIBIEHHE MOXET CYIEeCTBOBaTh B cpeje, oOsagaronien
CBOEH XapaKTEPUCTUUECKON CUMMETPUEN UIIM CUMMETPUEN OAHON U3 MOATPYIIIT
€€ XapaKTEePUCTUUYECKON CUMMETpUU. IHBIMU CIIOBaMU, HEKOTOPBIE 3JIEMEHTHI
CUMMETPHH MOTYT CYIIECTBOBATh C HEKOTOPHIMH SIBJICHHSIMH, HO 3TO HE 00sI-
3arenbHO. HeoOxonumo, 4To0bl HEKOTOPBIE AIEMEHThI CHMMETPUU OTCYTCTBO-
BaJIM. DTO U €CTh Ta AMCCUMMETpHs, KoTopas co3aaér spieHue... Korma He-
KOTOpBIC TIPUYNUHBI MPOU3BOAAT HEKOTOPBIC JCUCTBHS, DJICMEHTH CUMMETPUH
MIPUYHH TOJKHBI 00HAPYKUBAThCA B OTHX MPOU3BEICHHBIX NeiicTBUAX. Korna
HEKOTOPbIE ACHCTBUSI MPOABISIOT HEKOTOPYIO TUCCUMMETPHIO, TO 3TA JUCCUM-
METpHUsl JIOJDKHA OOHAPYKUBATHCS U B IPUYHMHAX, UX MOpoxkaatomux» (Kropu,
1966, c. 101-102; Curie, 1908).

Pa3pabaTbiBasi IPUHIIUI JUCCUMMETPUU B MPUTOMHON JUISI MPUIIOKCHHH
(dhopme, I1. Kropu BB peicTaBIcHUE O MPEASTbHBIX (C XOTS OBl OHOMN OChO 00
OCCKOHEUHOTO MOPSIAKA) TPYIax cHMMETpud. CAUTAETCS, YTO HAWICHHBIC UM
7 (c yueTom sHaHTHOMOP(HHBIX — 10) TpynI XapaKkTepu3yIoT Bce MPOCTPAHCTBA
3eMHOH PEeasbHOCTH: o (BpPAIIAIOIIUNCI KOHYC), o/m (Bpallarolinics MIIHHID),
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o0 [/ m o/ mm 0 / oo o/ com

Puc. 4. 'eomeTpudeckast uHTepHpeTanus npeaeapHsx rpynn cummerpuu I1. Kropu.

com (MOKOSIIIUKCS KOHYC), 002 (CKPYUYEHHBIH LHIUHAD), co/mm (MOKOSIIIUKCS
LUJIMHIIP), oo/co (Bpalaromascs cepa) u oo/oom (mokosmascs chepa) (puc. 4).
[IpencraBnsercs, uTo 3Ta GOpMyIHPOBKA TPEOyeT yTOTHEHHUS.

N3BecTHO, CKOJIb MHOI'O BHUMaHUsI BepHaACKUil yeaui u3y4eHH 0 )KUBOTO
BemecTBa. Ho B ueM cocrout ero cneun¢uka Kak MpoCTpaHCTBAa 3eMHOM pe-
anpHOCTH? «M3yUaTh ®KUBOM OpraHn3M TOJIBKO KaK IPOCTPAHCTBEHHOE TEIO, HE
YUYHUTBIBas B HEM OJJHOBPEMEHHOT O MTPOSBICHUSI BDEMEHHU, HaTypaINCT HE UMEET
BO3MOKHOCTH, K COKaJIEHHIO, CO3HATEIIFHO OH 3TO HE Mog4YepKkuBaeT. B ciydae
BCSAKOT'O )KHBOTO BEIIeCTBa <...> HATYPAJINUCT UMEET /IO B ICHCTBUTEIBHOCTH
Bcerzna <...> He ¢ MPOCTPAHCTBOM, & C NMPOCTPAHCTBOM-BPEMEHEM. <...> DTO
€CTh €IMHCTBEHHBIN Cllydail, KOrja HaTypaJHCT B OKPYKAIOIIEH ero Mpupoje
peanpHO CTAJKMBAETCS C MPOCTPAHCTBOM-BPEMEHEM, @ HE C NPOCTPAHCTBOM
Tonbkoy» (Bepnanckuii, 1965, c¢. 192). Ho ecnu npuHsAThH, 4TO NepBeliliee CBOH-
CTBO JKHBOT'O BEIIECTBA — €T'0 MTHOBEHHAsI U3MEHYNBOCTh, HECAMOTOX ICCTBEH-
HOCTb Y€pe3 KaK YroJHO MaJjlo€ BPeMsI, TO KAKOW MPEAeIbHON IPyIIIol cUMMe-
tpuu I1. Kropu ero MmoxHO onmcaTts? TakoBast OTCYTCTBYET.

Cuctema rpynn cumMerpuu I1. Kropu nonHa kak cucrema npenenbHbIX (C
XOTs1 ObI OMHOM OChIO ) Tpynn. Ho oHa He moiHa Kak cucTema TPYII CUM-
METpHUH, ONHCHIBAIOIINX IPOCTPAHCTBA 3eMHON peanbHOCTH. CoBpeMeHHOE
¢dunocockoe M ecTeCTBEHHOHAYYHOE MOHUMaHHNE KHUBOI'O BEIIECTBA TpedyeT
BBEJICHUS NJI €r0 OMHCAHHS emI€ OIHOM T'PYIIbl CHMMETPHH, XapaKTepusy-
IoUIeH ero MPeAeIbHYI0 TUCCUMMETPHIO (TOMOJIOTHYECKYI0 AaCUMMETPHIO), 10
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CYTH TIPOTHBOIIOIOKHYIO TIPEACIIBHON CHMMETPHH 00/com TTOKOSAIIEHCS cepsl.
Omna ompezienieHa He aCHMMETpHEH BHEITHEH (hOPMBI JKHBOTO OpraHu3Ma (1 ee
onucaHus ObIJIO ObI JOCTATOYHO MPUMHUTHBHON KpUCTAJIOrpaduuecKoil Tpym-
I1b1), HE IIPAaBU3HOMN MJIU JICBU3HOMW KUBOT'O BEIIECTBA B €r0 (PU3HKO-XUMUYECKOM
PACCMOTPCHUHN HapaBHC C MUHEPAJIbHBIM BECUICCTBOM, a €ro HCYCTPAHUMBIM U3
PaCcCMOTPECHUSA BHYTPECHHUM ABUKXECHUEM, KOTOPOC U €CTh — JKU3Hb.

MOP®OJIOT' MYECKOE PA3HOOBPA3UE
PANDORINA MORUM (MULL.) BORY

Baxusrii Hroanc npuanuna guccummetpuu [1. Kropu nnnroctpupyer mop-
¢donoruueckoe pazHooOpasue neHooues Pandorina morum (Miill.) Bory. Kak
W3BECTHO, B HUX 16 KJIIETOK, KOHTAKTHUPYS 110 3, 00pa3yroT OHOCIONHYIO cepy.
B xomOmHaTOpHOM TPHOIMIKEHUH KaXKIBIH IIEHOOWH €CTh MPOCTOMN BBITYKJIBII
16-31p. A mpUMepHOE PAaBEHCTBO KJIETOK IO Pa3Mepy M OKa3bIBaeMOMY APYT Ha
JOpyTra JaBJIEHUIO, OTCYTCTBUE MX CIELHUAIN3alMuU (B MEPBYIO OdYepelb JABHUIa-
TEJNBHOM), CBOOOIHOE BpallCHUE IEHOOUSI B TOJIIIE BOABI B dKU3HEHHOM ITUKJIE —
CO3JIAIOT MPEANOCHUIKH TOTO, YTO Ka)KJasi KJIeTKa CTPEMHTCS MMETh PaBHOE
OKpY’>KEHHE, a OPraHU3M B II€JIOM CaMyI0 BBICOKYIO CHMMETPHIO.

Karamnor (Botitexocknii, Ctenenmukos, 20080) maét Tpu MeHee niu 6oee
noaxoasmux mopdotuna (puc. 5). Ilo-sunumomy, npunuun Kiopu orBepraer
LEHOOUH ¢ SIPKO BBIPAKEHHOM aKCHaJIbHOH cuMMeTpueil -14m2. Y3 nByx ocTas-
LIMXCsl PeANoYTHTEIbHEE OoJiee CHUMMETPUYHBIN leHoOuH -43m. {5 mpoBep-
KM 3TOT0 OBLI IIOCTABJICH AKCIIEPUMEHT O BEIPALTUBAHUIO U aHATTU3y MOP(OTH-
nioB Pandorina morum (Miill.) Bory (Boiitexosckuit, 2001; BoiitexoBckuii u 1p.,
2006). Oxazanoch, 9T0 00a BapHaHTa ACHCTBUTEIHLHO BCTPEUAIOTCS, TIPUUEM B
nporopruu 3:1. (Tounee, 73:24. B Hamem ciy4ae oHa HE UMEET, CKOpee Bce-
ro, TCHETHYECKOW MONONAEKH. KOMIBIOTEpHBIH 3KCIIEPUMEHT MEeTOnoM MoH-
te-Kapno mo cbopke neHoOMeB u3 cheprueckux Irao0yIl Aaj MPUMEPHO Ty Ke
MPOIIOPITHIO, UTO ele TpeOyeT o0bsicHeHust). O0a MOIU3pa OTHOCITCS K THITY

D S A
) () (ks

Puc. 5. Boamoxxnsie Mopdotunsl nienHodues Pandorina morum (Miill) Bory (cneBa Hampa-
BO): -43m, 222, -14m2.
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(hyJIIepeHoB — COCTABJICHBI U3 5- U 6-YTONBHBIX TpaHell. B cuiry nu3BecTHOM Te-
OpPEMBI, TIEPBHIX JOJKHO OBITH POBHO 12, TOTAa BTOPBIX IO HEOOXOIUMOCTH — 4.

[Ipeobmaganue nierooueB -43m npsmo cienyet u3 npunnumna [1. Kiopu — B
HUX peaJM30BaHa MAaKCHUMaJbHO BO3MOXKHas CHMMETpHs, JOIlycKaemasi cpe-
noi. Bee 6- u 5-yronbHble TpaHM UMEIOT B HUX paBHOE okpyxeHue. Ho kak
OTIpaBJaTh CyIIECTBOBAHUE IIEHOOMEB ¢ cuMMeTpue 2227 B nepByro odepeb,
oOpalaer BHIMaHNe HAIMYHE B HUX TPEX B3aWMHO-TIEPICHANKYIISIPHBIX OCEr
cumMmeTpun 2. C TOYKHU 3peHHs] KHWHEMAaTUKH, UMEHHO OHH (AHAJIOTUYHO TPEeM
ocsM -4 B IIeHOOH X -43m) «o0ecrieYnBatoT» CBOOOTHOE BpallleHUE OpraH3Ma B
pocTpaHcTBe. BeposiTHO, peain3annsi IMEHHO 3TOr0 HEOOXOAMMOTO YCIIOBHSI 1
JONYCKaeT CYNIECTBOBAHNE TAKUX [IECHOOUEB. 3aMETHM, YTO B HUX BCE O-YTOJIb-
HbIe TPaHU UMEIOT PaBHOE OKPYKEHHE, HO CPEH S-yTOIBHBIX €CTh 3 THIIA.

Takum o0pazom, skcniepuMeHT ¢ Pandorina morum (Miill.) Bory npouinio-
CTpUpOBaJ BaxXKHbIN HroaHe npuHuuna guccumMmerpui 1. Kropu. On gonyckaet
Y HE camMble CUMMETPUYHBIE ()OPMBI 00BEKTa U3 BKJIAJIBIBAEMBIX B CHMMETPHIO
cpenbl. Bo3aMoXXHBI peanu3aluy U IpyTrUX ee MOArPyIN CHMMETPUH ITPH BBITIOJN-
HEHWH HEKOTOPBIX — BCSAKHUU pa3 MHAMBHAYAIbHBIX — HEOOXOJUMBIX YCIIOBHUH,
KaK TO: HAJINYME WU OTCYTCTBHE CIEIIHATN3allMN YacTeil opranu3mMa u xapak-
Tep ero JBIKEHUH — B3STHIX BO B3aHMOCBSI3H.

3AKJIFOYEHUE

VYkaxkeM Ha psJ napajiesield U pa3iuuuil B MPOSBICHUSX CAMMETPUH B MU-
HEPaJIOTMYECKUX U OMOJIOTHYecKUX 00bekTax. [Ipu 3TOM 3aMeTHM, YTO TEOPHSI
CUMMETpHUHU €IWHA, HO B obonx ciIydasx npu MaTeéMaTu4€CKOM OIMMCaHUU MBI
puderacM K MEHbIICH MITH OOJIBIIEH HacaTu3aIiui, NeIaroleii Bce aHaIOTHH
Y TPOTHUBOIIOCTABIIEHUS PUCKOBAHHBIMHU.

TeopeMbl reoMeTpUM 3alpelialoT B KPUCTAJIJIaX MHUHEPAJIOB TOUYCUHBIC
IPYIIBl CHMMETPUHU C OCSIMH 5-TO TOpPAAKA M MOPSAKOB, OOJBIIHUX ILIECTH.
B OopraHM3alMM XHUBbIX OPraHMU3MOB, ITO-BUAUMOMY, HC 3allPCUICHbBI HUKAKUEC
cumMetpun. Kaxxercs, 3TOT IpUHIUN OHONIOraMu HUKOTJA HE 00CYXKmacs.
OTKpBITHE METATITNYECKUX CIIJIABOB C OCSIMU CHMMETPHUH 5-T'0 TIOPsIKa U pac-
IUPEHNE HEKOTOPHIX 0a30BBIX OINPECICHUI COMU3UIU MHUPHI )KUBOTO B KOC-
Horo euie OoJee.

B kpucranie MuHepana ciMMeTpUs BHEIIHEH (GOpMBI BKIIaAbIBaeTCs B 00-
Jiee BBICOKYI0 CHMMETPHIO peméTKU. B oprannsme, Ha000poT, acUMMETpHs pac-
MTOJIOKEHH ST BHYTPEHHUX OPraHOB BKJIQ/IBIBA€TCA B CHMMETPHIO BHEITHEH (op-
MBI boree cTporo, TouedHas TpyIina CHMMETpHH (T.TI.C., uX 32) BHEIIHEH OorpaH-
KU KpHCTAaJlJIa OMpeJiesieHa ero MPOCTPAHCTBEHHOM IPYIINON CHMMETpHUH (IL.T.C.,
ux 230) B cieaymoueM CMbICHIE: T.I.C. €CTh (aKTOp-TPyMIa ILI.C. IO TOATPYIIe
TpaHCISIIUNA. BHENTHSAS cCUMMETpUsI OpraHu3Ma U aCUMMETPHUS PACTIONOKCHUS
€ro BHYTPEHHUX OPraHOB 3aJI0KEHBbI HA T€HETUYECKOM YPOBHE U TPAHCIUPY-
€TCsl BO BpEMEHHU (0T MOKOJIEHHS K TOKOJIeHN0). Bo3moykHa i popmyIupoBKa,
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CBSI3BIBAOIAS] TPUYUHY M CJICJICTBHSI B OMOJIOTHH CTOIb ke cTporo? Mnu cyTh
JKU3HU OTBEPraeT 3/1eCh KpUCTAIIOrpadhUIeCKUil IeTEPMUHU3M?

B kax10M KprcTamIorpahuueckoM Kiaacce CAMMETPUH €CTh ONPEIeICHHbIN
HA0O0p MPOCTHIX POPM, KOTOPBIEC IPOSIBISIOTCS M KOMOMHUPYIOTCS] Ha KpUCTAJI-
Jie B 3aBUCHMOCTH OT €ro XMMHUYECKOT0 COCTaBa M YCIOBUH poCTa, MOPOKIast
MHOXECTBA POJICTBEHHBIX (I10 MPU3HAKy cuMMeTpur) hopM. KakeTcst BaxKHBIM
MOHSATD, SIBJISIOTCS JIW UX OMOJNOTMYECKUMH aHAIIOTaMH BBIBOJAMMBIC U3 «IIPO-
TOTHIIOBY» ToMoyiorudeckue MHoroodpasus B.H. beknemumera (1944) n «mo-
aumopduyeckue MHOkecTBa» C.B. Meiiena (2007)?

[lox BAMSHUEM Cpeabl KPUCTAJIBI MUHEPAJIOB U JKHMBBIE OPraHU3MbI MO-
I'yT IHCCUMMETpH30BaThcs cornacHo npuHuuny I1. Kiopu, mpuoOperas cum-
METPHIO, XapaKTepU3yeMyI0 OJHON M3 MOATPYIII, JICKAIUX B NEPECCUCHUH
MaKCHUMaJIbHOW TOYEYHOH TPYMIBI CHMMETPHH Teia (MHHEpalia, OpraHu3ma)
U TPEICIbHOW TPYMIBI CHMMETPHUU Cpefibl. [10-BUAMMOMY, Ha CETOHSIITHEM
YPOBHE HAIIEro MOHMMAHHUS, B 3TOM IPUHIUIE, COSAHHSIONEM MOP(OIOTHIO
1 9BOJIIOLUIO, TPOSIBISIETCS HAUOOIbIEe CXOACTBO MPUPOJHBIX MUHEPATIBHBIX
Y JKUBBIX Tell.
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SYMMETRY, ASYMMETRY, DISSYMMETRY
AND ENANTIOMORPHISM OF POLYHEDRONS

Yu.L. Voytekhovsky
The article deals with the recent results on listing and description by the point sym-
metry groups of the combinatorial diversity of convex polyhedrons. It is the backdrop
for the morphogenesis of polyhedral mineral and biological individuals in their ontogeny
and phylogeny in variety expressions: symmetry, asymmetry, dissymmetry and enantio-
morphism.
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Mopdghocenes 6 uHOUBUOYATLHOM U UCTIOPUYECKOM PA3BUMUN: CUMMEMPUS U ACUMMEMPUSL
Cepus «l'eo-6uonoeuueckue cucmemvt 6 npownom». M.: IMH PAH, 2013. C. 54—69
http://'www.paleo.ru/institute/publications/geo/

KOMIIBIOTEPHOE MOJIEJIMPOBAHUE OHTOI'EHE3A
OPTAHU3MOB C PABHBIMU TUIIAMU CUMMETPUUN

© 2013 M.A. MapkoB, A.B. MapkoB
Ilaneonmonoeuueckuui uncmumym um. A.A. bopucaxa PAH, Mockea
markov_a@inbox.ru

OHTOreHe3 MHOTOKJIETOYHBIX OCHOBAH Ha CAMOCOOPKE yIOPSJOUYEeHHBIX
CTPYKTYp B pe3yJIbTaTe COrIACOBAHHOTO MOBEICHUS KJICTOK, H3HAYAJIbHO
«3amporpaMMHPOBAHHBIX» OAMHAKOBBIM 00pa3oM. Bce kieTkn smOpu-
OHA CJIEAYIOT OJHOMY M TOMY XK€ HaOOpy HpPaBHI MOBEICHUS, 3aKOAH-
POBaHHOMY B CTPYKType TeHHO-peryisaTopHbix cereit (I'PC), koTopas, B
CBOIO OU€pPeb, 3aKOANPOBAHA B TEHOME. DTOT IPUHIIHII TIOJIOKEH B OCHO-
BY pa3paboTaHHOH HaMU KOMITBIOTEPHOM mporpammel Evo-Devo, mo3Bo-
JSI0MIEH MOJIENNPOBAaTh OHTOI'€HE3 MHOTOKJIETOUHBIX. MoAeIpoBaHne
MI0Ka3aJI0 OTCYTCTBHE YETKOW KOPPEISIUN MEXJy THUIIOM CHMMETPUHU
u cnoxHocTeio ['PC, HeoOxomuMeIx ans ero ¢opmupoBanus. [lepexon
OT «HM3IINX» THUIIOB CHMMETPHUN K BBICIIMM» BO MHOTHX CIydasx HE
TpeOyeT paguKaIbHOTO YCIOXKHEHHUsS IporpamMmsbl pa3BuTHs. OmgHAKO
ycnoxuerue ['PC okas3piBaeTcss HEOOXOAUMBIM IS CTa0MIIH3AIUHU U TI0-
BBIIICHUSI yTIOPSAJOYEHHOCTH (PEHOTHIA. DTOT BBIBOJ, CO3BYUYEH HAEIM
WN.N. llmanperay3eHa o CO3HUIATEIBHOW POJH CTAOMIM3HPYIOIIETO OT-
6opa. OT6op Ha crabmiam3anuio (HEHOTHIA JODKEH MPUBOIUTH K pas-
BUTHIO JIOTIOJIHUTENIBHBIX PEryISTOPHBIX MEXaHU3MOB, OCHOBAaHHBIX Ha
OTPHIIATEIBHBIX O0PATHBIX CBS35X, YTO HEU30EKHO BEIET K YCIOKHEHUIO
TEeHETUYIECKON MPOrpaMMBbl pa3BUTHS. JTO, B CBOIO OYEPE/b, OTKPHIBAET
HOBBIE ITYTH JIJIS1 3BOJIOLMOHHBIX TPe0Opa30oBaHuUi.

Kurouesvie cnosa: mopenupoBanue, MOp(hOreHes, 3BONIOLUS, CUMMETPHS,
TeHHO-PETYJISITOPHBIE CETH, CTA0MIM3UPYIOIIUH 0TOOD, CI0KHOCTb.

1. BBEJAEHUE

Tunbl cUMMETPUM M IUIaHBI CTPOEHUSI MHOTOKJIETOUHBIX ONPEACISIOTCS
CTPYKTYpol reHHo-peryisitopabix cereit (I'PC), ympapisromux pa3BUTHEM
(KomyanoB u np., 2004; Davidson, 2006). Ctpykrypa ['PC, B cBOIO Ouepenb,
3aKOIMPOBaHa B TeHOME, TpUUYeM (PaKTOPBI CPeIbl MOT'YT CYIIECTBEHHO BIIHSITH
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Ha pealn3aliio TeHeTHYecKo nHpopMannn. MHOTHE aBTOPHI OAYEPKUBAIH
Ba)XHOCTH ITOHMMAHUS MPUHIIAIIOB OHTOT€HE3a ISl PEKOHCTPYKIUU ITYTEeH |
Mexann3MoB sBoionnn (Bopoosésa, 2010; [Imansraysen, 1968; 1982; lum-
kuH, 2006; Huxley, 1943; Waddington, 1966). DBontonroHHas OHOJIOTHSI pa3-
BUTHS JTOOMJIACH 3HAYUTEIIBHBIX YCIIEXOB B PACITU(PPOBKE IEHETHYECKOMN «IpO-
rpammbl» oHToreHesa (Carroll, 2005, 2008; Hoekstra, Coyne, 2007; Mallarino,
Abzhanov, 2012). Onrako mporpecc B IOHUMAaHUU COOTHOIICHUS TCHOTHIIA U
(eHoTHITA CAEPKUBACTCS KOHTPHHTYUTUBHOCTBIO M KKy IICHCS TTapaIoOKCcaIb-
HOCTHEO MHOTHX CBOWCTB OHTOT€HE3a (KaK M JPYTUX MPOIECCOB, CBA3aHHBIX C
caMoOpraHu3aIuei).

OnHHUM U3 MEePCIEKTUBHBIX MYTEH MPEOIOJICHUS 3TOTO MPEHATCTBUS SBJIsI-
eTCsS KOMITBIOTEPHOE MOJCITHPOBAHHUE PA3BUBAIOIINXCS dYMOPHOHOB M NPYTHX
caMoopranusymomuxcs cucreMm (MenmyTtkuH, Harouwnn, 2008; Mapkos, 2010;
Oster, Alberch, 1982; Murray, Oster, 1984; Dawkins, 1986; Oster, Murray, 1989;
Tamulonis et al., 2010). Pa3zpaborannas namu nporpamma Evo-Devo npenna-
3HAYCHA JJIsl U3yUeHUs OOIIMX CBOMCTB OHTOI'CHE3a MHOTOKJIETOYHbIX. OHa 110-
3BOJISICT MOJICJIMPOBATH CAMOCOOPKY YIOPSIIOUYEHHBIX CTPYKTYP U3 MHOXKECTBA
JEISIIIUXCST KJIETOK. Pe3ynbprarsl, morydeHHbIe Py MOMOIIHM IBYMEPHOH Bep-
cun nporpammel (Evo-Devo 2D, miockue opraHHW3MBI), OTMCAHBI HAMH paHEe
(MapkoB, Mapkog, 2011). B HacTosiIIelt cTaThe MpeacTaBIeHa HOBAsl, TPEXMep-
Has Bepcust (Evo-Devo 3D, 00beMHBIC OpraHU3MbI), MO3BOJISIIOIIASIS OLICHUTH
COOTHOIIEHHEe MexAy cTpykTypoi I'PC u TumamMu cuMMeTpUH OpraHu3MOB, a
TaK>kKe MPOBEPHUTH BBEIBOABI O 3aKOHOMEPHOCTSIX IBOJIIOIMHA OHTOTCHE3a, TIOJY-
YEHHBIC B X0/ pa0OTHI ¢ IBYMEPHOU BEpCHEH.

2. TTIABHBIN [TPUHIIUII OHTOT'EHE3A U TIPOTPAMMA EVO-DEVO

BaxHelmuii nprHLKUII, JIeKaIMid B OCHOBE OHTOI'€HE3a MHOTOKJICTOYHBIX,
COCTOUT B TOM, YTO OHTOT€HE3 — 3TO caMOocOOpKa YMOPSAOUYEHHBIX CTPYKTYP,
00YCIIOBIICHHASI COTTIACOBAaHHBIM ITOBEJICHUEM MHIMBHIYaIbHBIX MOJYJICH (KJie-
TOK), M3Ha4aJIbHO 3allpOIPaMMUPOBAHHBIX OJAMHAKOBBIM 0Opa3zoM. Bce kiert-
KM 5MOpHOHA CIEAYIOT OJHOMY M TOMY K€ HaOOpy «IpaBWJI MOBEACHUS», 3a-
kogupoBaHHoMy B cTpykType ['PC (KomuanoB u ap., 2004; Davidson, 2006).
[Iporpamma moBefieHUsI KJIETOK HHTEPAKTHUBHA: OHA pearupyeT Ha M3MEHEHHUS
BHEIIHEW M BHYTpEHHeH cpenbl. JleHCTBUS OAHUX KJIETOK dSMOpHOHa (MX jese-
HUE, POCT, BbIAEISIEMbIE BEIIECTBA) MEHSIOT CPeAy UL IPYTUX U BIUSIOT Ha UX
nosezneHue. B pesynbrare noBeneHHE KJIETOK OKa3blBaeTCs COIVIACOBAHHBIM, a
Pa3BUBAIOIIUIICS OpraHu3M BefleT ce0s kak Heuro 1enoe (Llmanbraysen, 1982).
OHTOreHe3 — 3TO MPOLECC CaMOOPTraHU3allU, B XOJ€ KOTOPOro M3 COIJIACO-
BaHHBIX JACUCTBUI MHOMKECTBA KJIETOK, CICIYIOIMINX CPABHUTEIHLHO MPOCTOMY
HaOOpy MpaBWIJI TOBEJCHUS, CAMO3apOXKJIAIOTCS CIIOKHBIE MHOTOKJICTOUYHBIC
CTPYKTYPbI ¥ IPOUCXOIUT NporpeccuBHas AudepeHnnpoBKa H3HA4YAIbHO He-
nudhepeHITPOBAHHOTO [IEJI0T0 (AMHUTEHE3).
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MBI TpeamnoaoKuIN, YTO MHOTHE CBOICTBAa OHTOTEeHE3a, OOHApy>KEHHEIC
9KCIEPUMEHTAIFHO, MOTYT OBITH CIIEJICTBHSMH ATOTO MpUHIHKTA. B Takom ciry-
yae JUIsl HUX He TpeOyIoTCs CrieruaibHble 00bICHEHUS. DTa TUIIOTE3a IMOJIyYria
MOATBEPKACHUS B XO/I€ U3YUCHUS OHTOr€HE3a MOACIBHBIX OPraHU3MOB B TIPO-
rpamme Evo-Devo. [IporpamMmMa ocHOBaHa Ha YIIOMSIHYTOM 0a30BOM IPUHITHIIE.
OHna 1o3BoJIsIeT MOJICTUPOBATh CAMOCOOPKY YIOPSIOYCHHBIX CTPYKTYP («opra-
HHU3MOBY») U3 MHOXKECTBA IEAIuXcs KieTok (Mapkos, Mapkos, 2011). Kaxxkmas
KJIETKa MOJIIEHOTO SMOPHOHA CIIelyeT 3aJJaHHOMY HaOOpy TPaBUII TIOBEACHUS
(«TeHOTHUITY»), OMTUHAKOBOMY JJIS BCEX KJIETOK. 3alpelieHbl IpaBuiia, AeHCTBY-
IOLIMe Ha YPOBHE LEJNOro SMOPHOHA WIJIM TPYMIBI KJIETOK; pa3pelieHbl JUIIb
npaBuiia, paboTarone Ha yPOBHE OTACTBHON KIIETKH.

B nporpamme Evo-Devo pa3BuTre HAUMHAETCS C €AMHCTBEHHON MCXOJHOU
kieTku (3urothl). Ilepes 3amyckoM mporpaMMBbl IKCIIEPUMEHTATOP JOKEH 3a-
JaTh «T€HOTHUI», TO €CTh €IUHBIN HAO0OP NPABHII TIOBEACHUS, KOTOPOMY OYIyT
MOAYMHATHCS BCE KIETKH. KileTKka MOKeT BBITIOJIHATD CIEAYIOLINE ACHCTBUS:

1) BergensiTe curaanbHbie BelecTBa (MOpQOreHbl), KOTOPBIE pacIpoCTpaHsi-
IOTCSl B Cpelie, IpuyeM KOHIIeHTpanus MopdoreHa yObIBaeT 10 Mepe yIaieHus
OT BBIICTIATONIEH KIETKH.

2) JlenuThes, TPUYEM IIIOCKOCTD JIEJIEHU S MOXKET OBITh OPHEHTHPOBAaHA CITY-
YaifHBIM 00pa30M HIIH MIEPIICH IUKYJIISIPHO TPAJIUEHTy OJHOTO U3 MOP(OTeHOB.

3) [lepememiaThbCes B Cily4aiiHOM HallpaBJICHUH HIIA BIOJIb XMMHUYECKOTO I'pa-
IUEHTA.

4) OTmuparts (IpeTepreBarb arnonTo3).

5) CTaHOBHUTKCS KJIIETKOW TOTO MJIM WHOTO «THUIIAy» (AHAJIOT KJIETOTHOU Tud)-
(hepeHITMPOBKH, CM. HUXKE).

6) CoBepiuaTh psia JONOIHUTEIBHBIX JCHCTBUH, TAKUX KaK U3MEHEHHUE pas3-
Mepa (pocT), U3MEHEHHE MHTEHCHUBHOCTH BBIJICIICHUSI MOP(OTeHOB U 1yBCTBU-
TCJIBHOCTH K HUM, «3aTBEPACBAHUEC», TO €CTh (lll/IKCElHI/Iﬂ IIO3MIINU KJIIETKH B OM-
OpHOHe, MoCIie Yero APyTHe KICTKH YKe HE MOT'yT €€ CMEIlaTh U CKUMATh.

Kaxmoe melicTBHE BRITIOMHSCTCS (MM HE BBITIOTHSICTCS) KIIETKOW B 3aBUCH-
MOCTH OT KOMOMHAIINY YKa3aHHBIX B TEHOTHIIE YCIOBUH, TAKMX KaK KOHIIEHTpa-
1us MOpOTreHOB, YUCIIO KJIETOK-COCEICH, HaTu4ne KOHTAKTa C BHELITHEH Cpeaoit
(cTemneHb OKPY>KEHHOCTH APYTUMHU KJIETKAMH), COCTOSTHUE KJICTKH (BBLACTISCT JIN
OHA B TAHHBII MOMEHT TO WJTH MHOE BEIIECTBO), YUCIIO ACIECHUM, TPOIICAIITNX C
MOMCHTA Havdajia pa3BUTUA, IPUHAJICIKHOCTD KJIECTKHW K TOMY UJIKM HUHOMY THUITY.

[Iporpamma noBeaeHHs y BCeX KIETOK OfHA U Ta xe. OHAKO U3-3a TOTO, 4TO
Pa3HbIe KJIETKHU B XOJIe Pa3BUTHS HEN30€KHO OKa3bIBAIOTCS B PA3HBIX YCIOBUSIX,
OHU MOTYT JIEMOHCTPHPOBATh pazHOoe MoBeAcHUE. J(OMOMTHUTENBHYIO0 MOAYIb-
HOCTh IPOrpaMMe IMOBEJCHUS MPHUIAeT CIIOCOOHOCTh KJIETOK AU(PPEpEeHIUpO-
BaTbhCsA, TO €CTh B 3aBUCUMOCTH OT YCJ'IOBI/II‘/‘I CTaHOBUTHCA KJICTKaAaMH UHOI'O THIIA.
Jlro6oe mpaBuiIo0, B COOTBETCTBUH C UMEIOIIMMHUCS B T€HOTHIIE HHCTPYKIIASIMH,
MOJKET BBITIOTHATHCS KJIETKaMH OJTHUX THIIOB U HTHOPHUPOBATHCS OCTAITHHBIMH.
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HccnenoBanue (eHOTUNHUUYECKON peanu3alliy pa3HbIX I'€HOTHUIIOB B JIBY-
MepHO#l Bepcun mporpaMmbl (Evo-Devo 2D) BEISIBHIIO cliefyromiue CBOWCTBA,
XapaKTepHBIE JJIs peallbHbIX OHTOreHe3oB (Mapkos, Mapkos, 2011):

1) I3HauanpHas CTOXaCTUYHOCTb, IPUCYIAsl OHTOTEHE3Y «I10 YMOJTYAHUIOM.

2) HeoOxoaumocTs npucytctus B ['PC cTaOMiIM3upyOnMx KOHTYPOB, OC-
HOBaHHBIX Ha OTPHUIATEIBHBIX 00paTHBIX CBA3sIX (OOC), i1t Ipeo0IeHUsI CTO-
XaCTUYHOCTH U HOIYUYECHUSI yHIOPAI0YEHHOr0 ()eHOTHIIA.

3) OnpenensiemMasi HATMYUEM TaKUX KOHTYPOB 3KBU()MHAIBHOCTH WIIH I10-
MEXOYCTOWYUBOCTD (CIOCOOHOCTH KOMIICHCHPOBATh Pa3InYHbIC TIOMEXH, B TOM
YHCJle MyTaIlUOHHBIE).

4) CiocoOHOCTH OHTOTEHE3a MPU CUIIBHBIX HAPYIICHUSX TOPOKAATH HOBBIE
Mop(hosIoTHYeCcKre CTPYKTYPBI, CHIBHO OTJIMYAIOUTHECS OT «HOPMAJIBHBIX», HO
IIPY 3TOM HE MEHEE CIIOKHBIEC U YIIOPSIIOUCHHBIE.

5) Cxonuble (peHOTUITNYECKHUE TIPOSIBICHUS Y Pa3HBIX MYy TallHH.

6) Kananu3ampoBaHHOCTH SBOJIOLMHOHHBIX NpPeoOpa3oBaHUN OHTOrEHE3a,
OIpeeIAIONIAsiCs OTPAHNYCHHOCTHIO YHCIIa BO3MOKHBIX H3MEHEHHH (PeHOTHIIA
MIPH IPAKTUYECKHU HEOT PAHUYEHHOM YHCJIe BO3MOXKHBIX MyTaI[HOHHBIX U3MEHe-
HHH TeHOTHUIIA (CYIIIECTBOBAHHUE «KPCOIOBY).

7) Bo3aM0OXHOCTH JlecTaOMITN3ay OHTOTeHE3a B PE3YJIBTATE MY TAIIHH.

8) Bo3aM0OXHOCTB MOSIBJICHUSI HOBBIX IIPU3HAKOB CHavaJla B BUJE PEAKUX aHO-
MaJui (HU3Kasi IeHeTPAaHTHOCTh MHOTUX MYTaIlHi).

9) [11efoTpOMHOCTH MyTallMi, BIUSIOMKUX HA X0 Pa3BUTHUSL.

10) MopdoreneTnueckne Koppensinuu (M3MEHEHU s OIHUX YacTeil aMOpruoHa
aBTOMAaTHYECKU NMPHUBOIAT K ONPENEJICHHBIM U3MEHEHUSIM IPYTUX €ro 4acrei,
YTO MOXXHO PacCMaTpHBaTh KaK MPOSBIICHHE LEJIOCTHOCTH PAa3BUBAIOLIETOCS
OpraHusma).

PerynsipHas BOCpoM3BOANMOCTB 3THX CBOMCTB B MOZIENN MOKA3bIBAET, YTO
OHH, T10 BCEH BUAMMOCTH, ABIAIOTCS CIEACTBUAMU 3aJI0)KEHHOTO B TIPOr'PAMMY
0a30BOr0 MPUHIINIA, OMUCAHHOTO BBIIIE, U TIOTOMY HE TPEOYIOT CrielnaIbHbIX
obbsacaennit (Mapkos, Mapkos, 2011).

3. TUIIbI CUMMETPUU U CTPYKTVYPA I'PC

Tpexmepnas Bepcus nporpammsl (Evo-Devo 3D) no3BossieT MmoaennpoBarthb
OHTOT€HE3bl 0OBEMHBIX OPTraHU3MOB C PA3TUYHBIMHM THUIIAMUA CUMMETPUH. MBI
HCITOJIB30BaJIM HOMEHKIATYpy THTIOB cuMMeTpun 1o B.H. beknemuteny (1964).

AHAaKCOHHAsi CUMMeTPHSl, UJIN IIEPBUYHAS ACUMMETPHS (CHMMETPHS THUIIA
0). I[IpocTed MM THIIOM MHOTOKJIETOYHOH OpPraHU3aluu sSBISETCS HEYHOPSI0-
YEeHHOE CKOIUleHue KieTok. s ero ¢popMupoBanus He TpeOyeTcs crennaib-
HOW «IIporpaMMBbl pa3BUTHs». HeymnopsiioueHHbIe CKOMIJIEHUS TIOTydaloTcs ca-
MOITPOU3BOJILHO B pe3yNbTaTe Xa0THUECKOTo JieieH s OmactomMepoB (puc. la).

Cdepnueckasi cummetpus (tum 1). Chepuueckas CHMMETPHS MOXKET pas-
BUTHCA 13 cuMmmeTpun tumna 0 6e3 ycnoxHenus ['PC (0e3 moOaBneHUsT HOBBIX
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Puc. 1. AnakcoHHas1, cepruuecKast 1 HEOIPEIeICHHO MOINAKCOHHASI CHMMETPHS: d — MOPY-
n1a 13 32 KJIETOK, MOJIyYaroLIascst U3 3UTOTHI IOCIIE 5 KIETOYHBIX ACNCHHUI; O, 6 — I1apooOpa3Hble
CKOILICHUS, onyyatoniuecs mocie 10 (6) u 12 nenenuii (6); 2, 0 — HEONPEIACICHHO MOTUAKCOHHAS
CHUMMETpHSI, COlpsDKeHHas ¢ TU(HEPEeHIUPOBKON KIETOK: ¢ — yIOPSIOYCHHOE PACIIOI0KEHHE
OTPOCTKOB KOHTPOJIHUPYETCSI OTPHLATEIBHOH 00paTHO# CBA3bIO (3a4aTKU OTPOCTKOB BBIACHSAIOT
BEIIECTBO, HHIHOUpytoniee GopMUPOBAHUE IPYTHX OTPOCTKOB NOOIN30CTH), 0 — ynasenne OOC
MIPUBOJUT K pa3ynopsi0uMBaHuI0 (HEHOTHIIA.

WHCTPYKLUMH B TEHOTHUIT) MyTEM HMPOCTOr0 YBEJIWYEHHUS YHCIa KICTOYHBIX Jie-
nenuii. Eciu cpena, B KOTOpOH MIET pa3BUTHE, H30TPOITHA, MHOXKECTBO JIEJIs-
LIMXCsl KJIETOK TI0 Mepe pocTa UX yucia npuoldperaet Bce Ooliee MPaBUIBHYIO
chepuueckyto Gopmy (puc. 16, ).

Heonpenenenno noiuakconnasi (Muoroocesast) cummetpus (tum 1.1). [le-
pexon oT cepruuecKoil CHMMETPUH K HEOIPEIETICHHO HOJIMAKCOHHOHN Mpemo-
JlaraeT MosIBJICHUE Ha C(HEPUIECKOM TeJle OCEBBIX CTPYKTYP, YTO COOTBETCTBYET
Havany aupdepeHIpoBKH KieTok. Knerounas nuddepeHunpoBka Bceraa Tpe-
OyeT yCIIO)KHEHUsI TPOTrpaMMBbI pa3BuTHs. B mpumepe, nokasaHnHoM Ha puc. e, B
TeHOTHII 100aBJICHBI HHCTPYKIUH, 3aCTABIISIONINE YacTh Henu(depeHInpoBaH-
HBIX O;acToMepoB (kieTku Tuma 0) IpeBpaTUThCS B KJIETKH ThTA | (3a9aTKH OT-
poctkoB). Kpome Toro, 17151 paBHOMEPHOTO pacipeAeiIeH s KIETOK 1 1Mo moBepx-
HocTH chepbl TpeOyeTcst oOaBIeHNE PEryIITOPHOTO KOHTYPa, OCHOBAaHHOI'O Ha
OOC. B nanaoM npumepe KJIeTKH 1 BBIIENIOT MOP(OreH, HHTMOUPYIOLIHI Ipe-
BpalleHue coceqHuX kineTok 0 B kieTku 1. [Io3ToMy 0OTpOCTKH BO3HUKAIOT HA He-
KOTOPOM PACCTOSHUU IpyT OT Apyra. [eHorur, peanusanns KOTOpOro nokaszaHa
Ha puc. le, mpencTaBiseT coO0i chaemyomui Habop WHCTPYKITHI:
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Ecnu mot knemka muna 0, mo

Ecnu npotioeno menee 10 oenenutl, mo nooenucs, 8 RPOMUEHOM Ciydde ecu
xkonyenmpayus eewgecmea A menvute (.02 u ecmv KOHMaKm co cpedot, mo Hay-
HU @vloenams geujecmso A u cmanv Kaemkot muna 1.

Ecnu mot knemka muna 1, mo

Ecnu npoiioeno menee 14 denenuti, mo nodenucs no epaduenmy geujecmea A.

OOC, ymnopsiounBaromias pacrnojoXeHHe OTPOCTKOB, 3aKJII0OUueHa B WH-
CTPYKILUU «eciu Konyenmpayus eeugecmea A menvuie 0.02». Ee ynanenue BeieT
K Jie30pranuzannu (peHoTuna: SMOPHOH MOKPBIBACTCS KOPKOH M3 XaOTHYECKH
pacnoiokeHHbIX KIeToK 1 (puc. 10). JlaHHBIN mpUMeEp WILTIOCTPUPYET OOIIYIO
3aKOHOMEpHOCTH: ycnoxHenue ['PC tpedyercs ans nuddpepeHIIMpoBKY YacTeit
OpraHu3Ma M JUIsS YIopsiaouuBaHus (peHOTHNA (CHM)KEHUS XAOTHUYHOCTH), TO
€CTh I TIePeXo/ia «OT HeOolpeIeIeHHOM, 0€CCBSI3HON OTHOPOIHOCTH K OTIpeIe-
JIEHHOH, CBsI3HOW paszHopomHocTm» 10 [. Criencepy (Spencer, 1864).

MonakconHnasi (oceBas)) cummerpus (tun 2). Ot cummerpun tuna 1.1
MOXXHO MEPEUTH K OCEBOW CUMMETPHUHU, MPOCTO YMEHbBIIAS YUCIIO PaguaIbHbIX
CTPYKTYp. B paccmarpuBaeMoM mpuMmepe 3TOro JIETKO JOOUTHCS, YMEHBIAs
napaMeTp, XapaKTepU3yIOMUNA YyBCTBHUTEIBHOCTh MEXaHU3Ma IPEBPAIICHUS
kieTok 0 B kieTku 1 Kk Mopdoreny, BeraenseMoMy kieTkamu 1. IHbIME cltoBa-
MH, nocratouHo ycrmiuth OOC, KOHTPOIUPYIOIMYI0 (OPMUPOBAHUE 3a4aTKOB
OTPOCTKOB. YCJIOKHEHUS IPOrPaMMBbI Pa3BUTHS IPH 3TOM He mpoucxout. [lo
Mepe YMEHBILICHHS JAHHOTO MapaMeTpa YUCIIO PaJUualbHbIX CTPYKTYD YMEHb-
maetcs (puc. 2). Ilpu 5ToM THUIT CHMMETPUU KaYE€CTBEHHO MEHSIETCS ABAXKIIEI.
[lepBrIii pa3 3TO MPOUCXOINT, KOTJA YUCIO OTPOCTKOB COKpaIIaeTcs A0 AByX. B
STOT MOMEHT aBTOMAaTHYECKH BO3PACTAET YIIOPSI0OUYSCHHOCTh PACTIOJIOKEHHS OT-
POCTKOB: TeNepb OHU HEMTPEMEHHO PACIOJararoTcs B IPOTHBOMOIOKHBIX TIOTY-
mapusix, a npu gaibaeiem yeunenun OOC aBa oTpoCcTKa OKa3bIBalOTCS PU-

0o0oC 0.02
Cumm. 1.1

0.000001
22

Puc. 2. YMensblleHue yuciaa paaualbHbIX CTPYKTYp B pe3yJbTaTe YCHJICHUS OTpULATElIb-
HOW 00paTHOH CBS3M, KOHTPOIHPYIOIIEH UX GOPMHUpPOBaHUE, BEACT K MEPEXOAY OT CUMMETPUU
tuna 1.1 k cummerpuu Tina 2.1 u 2.2. Ilox kaxabIM OpraHU3MOM yKa3aHO IOPOrOBOE 3HAUCHHE
KOHIICHTPAITHH BEIecTBa A, TP KOTOPOM HHTHOHPYEeTCs (POPMHUPOBAHHE 3a4aTKOB OTPOCTKOB,
1 TUT CHMMETPHH.
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YPOUEHHBIMHU K IIPOTUBOIOJIOKHBIM IOJI0OCaM. B pesynbprare cumMmeTpus Tuma
1.1 mpeBpaimaercs B MOHAKCOHHYI0 TOMOMOJISIPHYIO (TUT 2.1), XapaKkTepu3yto-
LIYIOCS HaJIMYUeM OJHOH OCH CUMETPUH M NEPHECHIMKYISIPHON €l MIIOCKOCTH
CUMMETpHH; Nontoca uaeHTHuHsl. [Ipn gansaelimem ycunennn OOC ocraercs
JIUIIB OJTUH OTPOCTOK, YTO COOTBETCTBYET APYTOi pa3HOBUIHOCTH OCEBOM CHUM-
METPUU — MOHAKCOHHOI reTepomnoJisipHoi (Tun 2.2): eAMHCTBEHHAs OCh CHUM-
METPHUH, NOJII0CA PA3TUIHBI.

[Ipocreiimuii cioco0d hopMUpOBaHUS CUMMETPHH 2.2 — TIOSBICHUE €UH-
CTBCHHOM MOJIAPU3YIOIIEH CTPYKTYPHI (OpraHu3aTropa) B J1000i TOUKe MoBepX-
HOCTU ceprueckoro 3MOpuoHa. ['palueHT KOHLIEHTpauuu MopdoreHa, Boljie-
JE€MOT0 OPraHM3aTOPOM, IPUIAET IMOJSIPHOCTH 3apoAbllly. Takod TUI CUM-
METPUHU XapaKTepeH I PaHHUX SMOPHOHOB >KMBOTHBIX, IOCKOJBKY 3UTOTa
M3HAYaJbHO MOJIIPU30BAaHA 33 CUET HEPAaBHOMEPHOI'O paclpe/iesIeHUs JKEeITKa,
JHK, MmPHK u apyrux BemectB. Ha ocHOBe Takoro mojsipu3oBaHOT'O 3MOPHO-
Ha HETPYAHO CMOJICIIMPOBATH PA3BUTHE PA3HOOOPA3HBIX OPraHU3MOB C JaHHBIM
THUIIOM CUMMETPHH.

[Ipu no6aBieHnH B TEHOTHU PEKYPCUBHON (BO3BPATHOI) MHCTPYKIIMH Opra-
HH3M C CHMMETpPHEH 2.2 MOXKET MPUOOPECTH, BAOOABOK K ITOM CHMMETPHH, TaK-
e ¥ 3JIEMEHThI MeTamMepun. Hampumep, eciiu KOHLIEBas KJIeTKa eIMHCTBEHHOTO
MpHUIaTKa CHOBA IIPEBPATUTCS B KJIETKY THHa 0, TO 3Ta KJIeTKa, IPH COOTIOICHIH
OIIpe/IeNICHHBIX YCIOBUH, MOJKET aBTOMATHYECKH J1aTh HAYaJl0 BTOPOMY CepH-
YEeCKOMY MHOTOKJIETOYHOMY MOJYJIIO, COEUHEHHOMY C MEPBbIM. DTO OAMH U3
HECKOJIBKHUX IyTeH (pOopMHUpOBaHNS METaMepHH (CM. HIDKE).

buaarepanabHas cumMeTpus (tun 3). [lepexom oT MOISIPU30BAaHHOTO HM-
OpnoHa ¢ cuMMeTpuel 2.2 Kk OuiaTepallbHOW CUMMETPHH TpeOyeT Co3MaHus
BTOPOro opraHusaropa (UEHTpa BbIAEICHUS BTOPOIO MOJSPU3YIOMIETO MOp-
(orena), mpuueM MPOCTPAHCTBEHHAS! OPUEHTALMS TPAJUCHTOB KOHIICHTPALUN
JIByX MOpP(OreHOB HE JI0OJDKHA coBlaaarh (puc. 3). Eciu nepBbiii rpajueHT 3a/1a-
eT MepeaHe-3aJHIO0 OIS PHOCTH, TO BTOPOH — JIOP30-BEHTPAIBbHYI0. Y pealib-
HBIX OMJIaTepuil B «pa3MeTKe» 3MOPHOHA BIOJb NIEPEAHE-3aJHEH OCH BaXKHYIO
ponb urpatot HOX-rensl, a A0p30-BeHTPaIbHAS MOJISPHOCTh y MO3BOHOYHBIX
orpezensercss padboTol «IIIMEeMaHOBCKOIO OpPraHU3aTOPay, BBIACISIOMIETO 10P-
sanu3ytomuit pakTop chordin u apyrue mopgorensl (De Robertis, 2009). JIBa
HECOBMAJIAIOIINX I'PaIlueHTa MOP(HOTreHOB aBTOMATUYECKH 3aJJaI0T OHIIaTepaib-
HyI0 cuMMeTpuro. K oTuM TpagueHTamM HeTPYAHO «IIPUCTPOUTH» MPOrpamMmy
KJIETOYHOH MuddepeHnnpoBku. B mpumepe, MOKa3aHHOM Ha pHC. 3, KIETKH
MOAPA3EIISIIOTCS. HA «TOJIOBHBIEY, «CIIMHHBIE» U «OpromHbie». Ilocne nudde-
PEHLMPOBKHU KJIETKHU Ka)KIOr0 THIIA MOTYT CJIE0BAaTh COOCTBEHHOMY HaOOpy
npaBui noseaeHus. Tak B mporpamMmme Evo-Devo 3D M0OXkHO momy4uTh pa3sHoo-
OpasHble OulaTepalibHO-CUMMETpUYHbIe (popMal (puc. 3).

Takum oOpaszom, AJis mepexoa OT CHMMETPHH 2.2 K CHMMETPHH 3 A0CTaTOU-
HO HEOOJIBIIOrO YCIOXKHEHUS MPOrpaMMbl Pa3BUTHS: JOOABIEHUSI BTOPOTO Opra-
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Bup cneBa Bup cnepean

Bup c3agn Bup cBepxy Bup cHnzy

Puc. 3. PazBuTtHe OmnarepaiabHO-CHMMETPHYHOTO opranmsMma. Bmepxy: ¢opmuposanmue
JBYX TOJSAPU3YIOIMX OPTaHU3AaTOPOB M KJIeTOuHas 1U(dEepeHInPoBKa (CTPEIKaMH TTOKa3aHbl
I'pajiueHTHl MOP(OreHOB, 3aJaloline MepeJHe-3aHIOI0 U JI0P30-BEHTPAIbHYIO MOJISPHOCTS).
BHu3y: B3pocubiii peHOTHTL.

HH3aTOopa, CO3/IAI0IIEr0 BTOPOH MONSPU3YIOMHN TpagueHT. OIHAKO yCIOKHEHUE
MIPOrPaMMBbI Pa3BUTHS HEOOXOIUMO JJTst T HEPESHITUPOBKU KIETOK, a TAKIKE JJIsI
cTaOuIM3aIy HEYCTOMYHMBBIX (DEHOTUITUYECKUX IMPU3HAKOB (CM. HHIKE).
BuaarepanbHo-meTtamepHas cumMmeTpus (tut 3.1). [Iporpamma Evo-Devo
3D mo3BoOJIeT MOJACIHPOBATh Pa3HbIE CIIOCOOBI Pa3BUTHS METAMEpPHH, JBa U3
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Puc. 4. JIpa criocoba pa3BUTHS MeTaMepHH y OMiIaTepaIbHO-CHMMETPHIHOTO OpraHu3Ma:
a — «9achl CETMEHTAIlNNY, 6 — TTOCIe0BaTeTbHOE (POPMHUPOBAHHIE CETMEHTOB B 30He pocTa. Ilo-
SCHEHHS B TEKCTE.

KOTOPBIX MoKa3aHbl Ha puc. 4. [lepBbIit ciocod (puc. 4a) OCHOBaH Ha «4acax
CerMEHTAlMM). IUKJINIECKOM M3MEHEHUH KOHIEHTpauu Mopdorena, onpezne-
JISIOIIETO, B KAKOHM N3 HECKOJIBKUX BO3MOXKHBIX THUIIOB KJIETOK ITPEBPATATCS He-
i hepeHIpoBaHHbBIE KJICTKU TYJIOBHIIA, KOTA 0 HUX JOWJIET ABHIKYIIasics
CIIepe/in Ha3a/l «BOJIHA KJIETOYHOU MU PepeHIUPOBKI» (IIPEICTABISAIOMIAS CO-
00l IOpPOroBBIN YPOBEHb KOHIICHTpAIUU JApyroro mopdoreHa). Takoi crnocod
3aKJIaJKU METAMEPHBIX CTPYKTYP XapaKTEPEH AJiA I03BOHOYHBIX U HEKOTOPBIX
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HaceKoMBIX (Sarrazin et al., 2012). Bropoii crioco0, xapaKTepHBIN IS TOCTIIap-
BaJIbHBIX CETMEHTOB MHOTMX YWJICHHUCTOHOTUX M aHHENU] — (OPMUPOBAHUE HO-
BBIX CETMEHTOB 10 OJHOMY B 30HE pOCTa Ha 3aJHeM KoHILe Tena (puc. 46). s
TOro, YTOOBI MEPEUTH OT METaMEPUU C CYNPOTHUBHBIM PACIIOJIIOKEHHEM METa-
MEPHBIX CTPYKTYP K CUMMETPUHU «CKOJB3SAIMIETO OTPAXKECHHUS» (XapaKTepHOH,
B YaCTHOCTH, IS MHOTHUX BEHJOOMOHTOB), focTaTodHO ycunuth OOC, uHru-
OUPYIOLIYIO 3aKJaJKy 3a4aTKOB METAMEPHBIX CTPYKTYP B OKPECTHOCTSIX YXKe
chopMHpOBABILIETOCS 3a4aTKa.

4. CTABMJIM3UPYIOIIME PEI'YJIATOPHBIE KOHTYPBI
1 TIOMEXOYCTOMUYMUBOCTH PA3BUTH A

OnsIT MOZIETMPOBaHUS OHTOTEHEe30B B Tporpamme Evo-Devo 3D noarsepix-
JaeT 3aKOHOMEPHOCTH, BBISBJICHHBIC paHee B Xome paboThl ¢ Bepcuer 2D (cm.
pasnmen 2). Tak, HEM30€KHO MPUCYTCTBYIOIIME B TMOBEACHUH KaXKJIOW KIIETKU
AJIEMEHTHI CITyYalHOCTH, CKJIAJIBIBASICh, IPHUBOJISAT K HEYCTOWUNBOMY («HEOTpe-
JIeJICHHOMY») (eHoTuiy, eciiv B ['PC, ynpaBisrommux pa3BUTHEM, HET CIICIH-
aJBPHBIX CTAOMIM3UPYIOIIUX PETYIATOPHBIX KOHTYpOB, ocHoBaHHBIE HA OOC
(Mapxos, Mapkos, 2011). Harrpumep, (heHOTHIT CErMEHTHPOBAHHOTO OpraHu3Ma
C MapHBIMU TpUIaTKaMu (puc. 46), OTHOCUTENBHO YCTOHYMB Onaromaps Hau-
YUIO B €T0 IeHOTHUIIE MHOKECTBA CTAOMIIM3UPYIOITUX HHCTPYKIIUH, COCTaBIISIO-
mux B obmied crnoxxHoctr 30 % «IIporpaMMbl pa3BUTHS». YIAJICHHE 3THUX UH-
CTPYKIIUU TIPUBOJUT K JACCTAOMIIN3AIMN OHTOT'CHE3a: KHOPMATbHBIN» (EHOTHUIT
B 3TOM ciiy4yae (POpMHUPYETCS JIUIIb U3PEIKA, KaK OJIHA U3 MHOTMX BO3MOXKHBIX
Bapuanwuii (puc. 5).

Baxneiimeir 0cOOCHHOCTBIO CTAOMIM3UPYIOMHUX KOHTYPOB, OCHOBAHHBIX
Ha OOC, sBNseTCS WX YHHBEPCAIBHOCTH, TO €CTh CIIOCOOHOCTH KOMIIEHCHPO-
BaTh Pa3HOOOpa3HbIE OTKIIOHEHUS HE3aBUCUMO OT TOT'0, KAKUMH MPUYHHAMHU
OHH 6I>IJ'II/I BbI3BaHHbI: CHy‘IaﬁHbIMH BapuanusiMu IMOBCACHUS 3M6pI/IOHa.HI)HbIX
KJIETOK, KOJICOAHUSIMH YCIIOBUH CPEbl WIM reHeTHuecKuMu MyTtanusmu (Ko-
ganoB, Cycnos, 2006). Takum obpazom, ynopsimounBanue (cTadbmim3anus) ge-
HOTHIIA, TPOUCXO/ISIIIEE B XO/I€ IBOIIOIUH TIO/I JEHCTBHEM CTAOMIN3HPYOIIETO
oTOOpa MyTeM BKIIOYCHHS B T'€HETHYECKYIO «IIPOTpaMMy pPa3BUTHS» HOBBIX
PETYIATOPHBIX KOHTYPOB, aBTOMAaTUYECKH MMOBBIIIACT YCTOUYHUBOCTh HE TOJIBKO
K ImoMexam, MmopoxaacMbIM KOHC63HI/I§1MI/I YCJIOBI/Iﬁ CpeAbl U NPpUCYUHIUMU JITO-
0OMYy OHTOI'€HE3Y 3JIEMEHTAMHU CIyYalHOCTH, HO M K ITOMEXaM, TOPOXKIaeMbIM
MyTauusMu. HBIME clioBamMu, CTaOWIM3HPYIOMHH 0TOOp B TEHAEHIIUU JIOJI-
YKeH BECTH K CHIDKEHUIO TICHETPAHTHOCTH (ITPOSBIISIEMOCTH B (DEHOTHIIC) TIOTEH-
[AAJIEHO BPEIHBIX MYTAIIH.

[IpounrocTpupyem 3TO Ha MPUMEPE PACCMOTPEHHOTO BHIIIE CETMEHTHUPO-
BaHHOTO opranusma (puc. 6). icxoqHo y 3TOro opraHu3Ma B 3a4aTKH KOHEUHO-
CTEH MOT'yT IIPeBpaILaThCs TOJIBKO KJIETKH OJJHOT'O U3 TUIIOB (KJIETKH OPIOIIHOTO
anuTeNMs). 3aKiIaka KOHCYHOCTEH CHIIBHO «3aperyupoBaHa». OHa KOHTPOJIH-
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Puc. 5. Crabunusamnus ¢peHoTumna nyTeM J00aBICHUS B «[IPOTPAMMY Pa3BUTHUS» JOTOJIHU-
TEJBHBIX PEryJISITOPHBIX KOHTYPOB, ocHOBaHHBIX Ha OOC: ¢ — HecTaOMIbHBIH QEeHOTHII, FeHepH-
PYEeMBIil IPOCTHIM TE€HOTUIIOM C MaJIBIM YUCIIOM CTAaOMIH3HPYIONINX PEryIsITOPHBIX KOHTYPOB;
6 — cTaOUITN3NPOBAHHBIHN (DEHOTHUII, MOTYUYEHHBIH U3 (a) TyTeM 100aBICHHS PETYISITOPHBIX KOH-
TypoB, ocHoBaHHBIX Ha OOC, 4TO MPHUBEJIO K YBEIUYCHHUIO (YCIOKHEHHIO) KIIPOrpaMMbI pa3-
BHTHSD) B ITOJTOPA pasa.

pyeTcs KOHUEHTpaUsMU MATH MOp(horeHoB. MIMEHHO MOATOMY KOHEYHOCTH
pacnosararTcs YIopsI04eHHO: TOCErMEHTHO, BI0JIb BEPXHETO Kpasi OPIOIIHO-
T'0 SIUTEJIHNS, TJIe OH CMBIKACTCS CO CIIMHHBIM (pHC. 64).

BHeceM B 3TOT I'€HOTHII My TaI[{I0, KOTOPas MO3BOJISET 3a4aTKaM KOHEUHO-
crelt GopMHUPOBATHCS U3 KJIETOK JIF0O0OTO THUTIA (2 HE TOJIBKO M3 KIIETOK OPIOII-
HOro snuTenus). Ha ypoBHe mporpaMMHUpOBaHHUs TaKas MyTal(Usl CBOJIUTCS K
MIEPEHECEHUI0 MHCTPYKIUU 1T (JOPMUPOBAHUS 3a4aTKOB KOHEYHOCTEH M3 MO~
MIPOTPaMMBI, BBITTOJIHSIEMOM TOIBKO KJIETKAMU OPIOIIHOTO 3MUTEIHUS, B OOIIYIO
4acTh MPOrPaMMbl Pa3BUTHS, BBINOJHICMYI BCEMH KJeTKaMH. MOXHO ObLIO
OBl MPEATIONOKHUTh, YTO JaHHASE MyTalldsl IPUBEACT K paIuKabHOMY H3MEHE-
HUIO EHOTHIIA: HATTPUMED, K BRIPACTAHUIO KOHEYHOCTEH 110 BceMy Tely. DToro,
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Puc. 6. Crabunuzanus (yrnopsirounBanue) GEeHOTHIIA TTOBBIIIAST YCTOHYNBOCTE K MyTallU-
SIM: @ — MCXOJHBIIl yIOPSIIOYCHHBIH (DEHOTHIT; 3aKJaJKa KOHEYHOCTEH KOHTPOJIUPYETCs KOH-
LEHTPALMSAMHU MATH MOP(HOreHOB; TOJIBKO KJICTKH OPIOLIHOTO 3MUTEINS MOTYT HpPEeBpalaThCs
B KJIETKM — 3a4aTKU KOHEYHOCTEH; IapHble MPUAATKH PACIOJIONKEHBI TOCETMEHTHO Ha Oprom-
HOil CTOpOHE, BIOJIb I'PAHMIBI CO CIIMHHBIM SMUTEIHEM; 6 — MyTAallis, B pe3yJibTaTe KOTOPOH
B KJIETKH — 3a4aTKH KOHEUHOCTEl MOT'Y T IIPEBPAILATHCS KJIETKH JIIOOOr0 THIIA, TPUBOAUT JIUIIB K
HeOOJIBIIOMY U3MEHEHHIO (PeHOTHIIA (KOHEYHOCTH PACTYT HE TOJIBKO MO OOKaM, HO M Ha CIIHHE);
6 — MEHee YIOPSIOYCHHBIH (EHOTHII; 3aKjIaJKa KOHEYHOCTEH KOHTPOJIHMPYETCs KOHICHTpa-
LUSAMHM JIMIIb ABYX MOP(OIeHOB; TOIBKO KJIECTKHM OPIOIIHOIO SMUTENUs MOTYT HpPEBpalaThCs
B KJETKHM — 3a4aTKW KOHEYHOCTEH; IMapHbIe NMPHIATKH PACIOIOKEHEl Ha OPIONIHOW CTOPOHE;
2 — Ta )Xe MyTalys MPUBOAUT K 3HAUYUTEIBHOMY M3MEHEHHIO GeHOTHIa (KOHEYHOCTH PacTyT
I10 BCEMY Telly, BKJIIOUast TOJIOBY; H3MEHEHBI pa3Mepbl U (hopMa KOHEUHOCTEH).

OIHAKO, HE POMCXOIUT: JINLITHIE KOHEYHOCTH BBIPACTAIOT TOJIBKO HA CIIMHHOM
cTopoHe TynoBuia (puc. 60). [lppyunHa B TOM, 4TO 3aKJIaJJKa KOHEYHOCTEH 3a-
BUCHT OT KOMOMHAIIMM MHOTHX YCJIOBHH, KOTOPBIE HE BBIMOIHSIOTCS B APYTUX
YyacTAx opraHu3ma (Harmpumep, Ha rosose). [loaTomy heHoTHITHUECKOE TTPOSIB-
JICHHE MYTalli1 OKa3bIBAETCSI OTHOCUTEILHO CIa0bIM.

OnHako >QQeKT aHHOW MyTallMd MHOT'OKPAaTHO YCHUJIMTCS, €CIIM OHa Mpo-
W30MIET y OpraHu3Ma C yInpoLIeHHOW IPOrpaMMoOi 3aKjIaKi KOHeYHocTel (1,
COOTBETCTBEHHO, MEHEee CTa0MJIBHBIM UX pacrojokeHueMm). Hampumep, ecin
JeCTa0MIM3NPOBATh 3aKJaJKy KOHEYHOCTEH, YIaJuB TPU PETYJISITOPHBIX KOH-
Typa U3 IATH (M OCTaBUB 3aBUCHMOCTD JIUIIb OT JBYX MOP(OTeHOB), MOIYIHUM
(denoTu, Noka3zaHHbINA HA pUC. 66. Y ITOr0 OpraHu3Ma, Kak 1 y UCXOIHOT0, KO-
HEYHOCTH PACTyT TOJBKO Ha OPIOIIHON CTOPOHE TYJIOBHILA, HO PACIIOJIOKCHBI
MEHee YIOpsA0UYeHHO.

Ecnu BHecTH B reHOTHUIT 3TOr0 OpraHM3Ma TaKylo jk€ MyTalHuio, KaK B Ipe-
JBIIYIIEM cilydae (03BOJIMB 3a4aTKaM KOHEYHOCTEH (hOpMHPOBATHCS U3 KIETOK
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m000r0 THMA), TO (PEHOTUITUYECKOE MPOSBICHUE dTOM MYTAIlMH OKAa3BIBACTCS
3HAYUTETbHO Ooyiee CHIBHBIM (pHuC. 62). KoHeUHOCTH Temneph ACHCTBHTEIHHO
BBIPACTAIOT TI0 BCEMY Temy, BKJIroUast rojoBy. Kpome Toro, MeHsieTCs pasMep u
(hopMa KOHEUHOCTEH (OHU CTAHOBSITCS 00JIee TOJICTHIMH M HEPOBHBIMH, a HX JIJTU-
Ha BapbHUPYET: HA FOJIOBE OHKM KOpOoYe, YeM Ha TyJoBuiie). [I[pyuuHa B TOM, UTO
B pe3yJibTaTe yIPOIICHUS MPOrpaMMbl Pa3BUTHS YCIOBUsI, HEOOXOIUMBIC IS
3aKJIaJIKi KOHEYHOCTEH, BBIMOTHSIIOTCS TEeph BO MHOTMX YaCTSIX OpraHu3Ma,
BKJIIOYAsI M CAMU PA3BHUBAIOIIMECS KOHEUHOCTH (ITUM OOBICHSCTCS UX YTOJIIIE-
Hue). JlaHHBIN TpEMEp TIOKa3bIBAET, YTO POCT YIOPSAOYEHHOCTH U CTA0MITBHOCTH
(beHOTHUIIA, TPEOYIONINIA YCIOKHEHUS IPOTPAMMBI Pa3BUTHS, MOXKET aBTOMATH-
YECKH MOBBIIIATh YCTOMYUBOCTh K PA3JIMUHBIM BHEIIHUM U BHYTPESHHUM IOME-
XaM, B TOM YHCJIE K MMOTCHIIMAIBHO BPEIHBIM MyTaIlUsIM. DTO, B CBOIO OUEPE/Ib,
JIOJDKHO CITOCOOCTBOBATh HAKOTUICHHUIO CKPBITON MeHETHYECKONH M3MEHYUBOCTH,
YTO MOBBIIIACT YBOMIOMUOHHYIO MIACTUYHOCTh U MPHUCIOCOOISIEMOCTh, OTKPHI-
Basi BOBMOYKHOCTH JIJISI BRIpaOOTKHU HOBBIX anmanTainuii (Hayden et al., 2011).

5. BAKJIIOYEHUE

[lomy4yeHnHble pe3ynbTaThl yKa3bIBAIOT HA OTCYTCTBHE YETKON KOPPEISAIHH
MEXIy THIIOM CHMMETpHH H cloxHOCThIO ['PC, HeoOXomuMeIx nis ero Qop-
mupoBanus. Chepuueckas cummerpus (1) He TpeOyeT crerranu3upOBaHHBIX
I'PC u dpopmupyeTcsi caMONPOU3BOIBHO MPH JIEIEHUHU KIETOK B M30TPOMHBIX
ycnoBusix. Heonpenenenno-nonuakconnas cummerpusi (1.1) dopmupyercs u3
(1) mpm MOSABIIEHUHU paJHANIBHBIX CTPYKTYp (HampuMep, OTPOCTKOB), PACIIOO-
JKEHNE KOTOPBIX KOoHTpomupyeTres npocteinieit OOC (KJIETKU CTPYKTYPHI BBI-
JENSIIOT MOp(hOreH, HHTHOMPYIOIMINNA 3aKIaKy TaKHX XKe CTPYKTYp MoOIu30-
ctH). MoHakcoHHasi TomonousipHasi (2.1) u rerepononsipuas (2.2) cHMMETpHH
nonyyatorcs u3 (1.1) 6e3 ycnoXHeHUs MPOrpaMMBbl Pa3BUTHS 32 CYET H3MECHEHM I
napamerpoB OOC. B ciyuae (2.2) sMOprOH TpHOOpETAET MOJSIPU3AIIHIO, 3a/a-
BaeMYyI0 rpaJiIneHTOM MOp(OreHa, 4TO COOTBETCTBYET PAHHUM CTaJIUSIM dIMOpPH-
oreHesa KMBOTHBIX. s mepexona ot (2.2) k OunmarepaabHOW CHMMETPHHU He-
00XOIMMO TIOSIBJICHHE BTOPOT'O MOJISPU3YIOIIETO TPaJANCHTa, HE COBIAIAIOIIETO
C TIEPBBIM (UTO Ha TEHHOM YPOBHE MOXET OBITh JOCTHUTHYTO, HAPUMEP, Iy TEM
OYTUIMKAIMKA TeHOB, OTBETCTBEHHBIX 3a (hopMUpOBaHUE IEPBUYHOTO T'paHeH-
ta). [lepexon oT OMiaTepasbHO-METAMEPHOTO TJIaHa CTPOCHUSI K CHMMETPHH
CKOJTB3SIIIIETO OTPaKCHUS JoCTUTaeTCs n3MeHeHueM napametrpoB OOC 6e3 yc-
JIOXKHEHHS IPOTPaMMBI pa3BUTHS. TakuM 00pa3oM, SBOIFOIMOHHBIE TIEPEXOIbI
OT «HU3IINX)» THIIOB CHMMETPHHU K «BBICIITUM» MOTYT IPOUCXOIUTH 0€3 paau-
KaJIBHOT'O YCJIOKHEHHMSI TIPOTPaMMBbI Pa3BUTHSI.

DKCHEpUMEHTHI 10 MOJCIUPOBAHUIO OHTOTCHE3a TPEXMEPHBIX OpraHH3-
MoB B mporpamme Evo-Devo 3D monBepaniiv BBIBOIBI, CACNIaHHBIE paHee B
xo7ie paboThI C AByMEpHOU Bepcuei mporpammel (Mapkos, Mapkos, 2011). TTo-
BHJIUMOMY, CJEJICTBUSMHE TJIABHOTO IPHUHIIMIA OHTOT€HE3a MHOTOKJIETOYHBIX
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SIBIITIOTCST TAaKUE €0 CBOMCTBA, KaK HEOOXOMMMOCTE cTabmimm3upytomux OOC
JUTSl TIOIaBJICHUS CTOXACTUKH M YHOPSAOYHBaHUA (DEHOTHIIA; YHUBEPCAIBHBIN
XapakTep CTaOUIU3UPYIOIIUX PETYIISITOPHBIX KOHTYPOB M BBITEKAIOIIAS U3 HETO
MOMEXOYCTOWYUBOCTh (IKBU(MHAIBHOCTE) OHTOreHe3a. Poct momexoycroituu-
BOCTH OHTOTEHE3a 3a CYET Pa3BUTHUS JOMOJHUTENBHBIX CTAOMITH3UPYIOIINX
KOHTYPOB aBTOMaTHYECKH MTOBBIIIAET yCTOMYMBOCTH K MOTEHIINAIBLHO BPEIHBIM
MYTalXsIM,CHIKas UX TICHETPAHTHOCTh M CITIOCOOCTBYS HAKOTJICHUIO CKPBITOM
HU3MEHUYUBOCTHU.

VYenoxuenne I'PC HeoOxonuMmo st knetoyHol auddepeHunpoBky, a Tak-
XKe IS cTaOMIM3alii M yHopsiIouMBaHust EeHOTUIa, TO eCTh AJis Mepexoaa
«OT HEOIPEICICHHON OSCCBSI3HOM OHOPOIHOCTH K ONPECIICHHON CBSI3HOM pa3-
HOpOIHOCTH». BBIBOI 0 TOM, uTO cTabunmzanus ¢peHoTHmna (COOTBETCTBYIOIIAS
MEepPexXoAy OT HEOIIPEIETICHHOTO COCTOSHUS K OIPEAeTIEHHOMY) TPEOyeT YCIIoX-
uvenus ['PC, co3pyuen uaesm U.U. [lImansraysena (1968) o co3mmarensHO pou
crabunusupytomniero oroopa. Ilo-BuaguMomMy, UMEHHO OTOOp HA CTAOHIIH3AIUIO
(deHoTuna A0MKEH NPUBOAUTH K (PyHAaMEHTAIBHOMY YCIOKHEHUIO FeHEeTHYe-
CKOH MpOrpamMMbl pa3BHTHSI, CIOCOOCTBYSI ()OPMHUPOBAHUIO HOBBIX KOMITIOHEH-
ToB ['PC — peryiasiTopHbIX KOHTYpPOB, MOBBIIIAIONIUX TTOMEXOYCTOHYMBOCTH
pa3BUTHSA. DTO OTKPHIBAET HOBBIE BO3ZMOXKHOCTH JJIA alallTUBHOM BOIIOIHUH,
MTOCKOJIBKY, C OJJHOW CTOPOHBI, IOMEXOYCTOMYHBOCTh CIIOCOOCTBYET HAKOIIJIe-
HHUIO CKPBITOH M3MEHUYMBOCTH, YTO TOBBIIIAET 3BOJIIOIMOHHYIO TUIACTUYHOCTD,
C Apyroi — Kax bl HOBBIN 3neMeHT [ PC B nanpHElIIeM MOXKET CTaTh OCHOBOM
Ut QEHOTUITMYECKUX HOBIICCTB Onarogaps AyIJIUKalUsIM, IEPeHOCaM B JIpy-
T'OH FreHeTHYECKU N KOHTEKCT WJIH UHBIM MOJH(DUKALIHSIM.
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COMPUTER MODELING OF ONTOGENY OF ORGANISMS
WITH DIFFERENT KINDS OF SYMMETRY

© 2013 M.A. Markov, A.V. Markov

The ontogeny of multicellular organisms is based on self-assembly of ordered struc-
tures due to coherent behaviour of cells, each of which is basically “programmed” in
the same way. All embryonic cells follow the same set of rules encoded in the structure
of gene regulatory networks (GRNSs), which in its turn is encoded in the genome. This
principle was laid in the foundation of the computer program ‘Evo-Devo’ designed by us
for modeling the ontogeny of multicellular organisms. Modeling revealed the absence of
unambiguous correlation between the type of symmetry of the organism and the com-
plexity of GRNs that are needed to produce such symmetry. Evolutionary transition
from simpler kinds of symmetry to more complex ones does not necessarily require
more complex developmental programs.

However, the complexity of GRNs should increase in order to make the phenotype
more robust, stable and ordered. This conclusion is cocordant with I.I. Schmalhausen’s
ideas concerning the formative role of stabilizing selection. Selection for more robust
phenotype results in the development of additional regulatory mechanisms based on
negative feedback, a process that necessarily implies the increase in complexity of the
genetic developmental program. New elements of GRNS, in their turn, open new paths
for evolutionary change.

Keywords: modeling, morphogenesis, evolution, symmetry, gene regulatory net-
works, stabilizing selection, complexity.
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TEOPETHUYECKASA U 3BOJIIOIIMOHHA 51 BUOJIOT U
JAE®EKTBI CTPOEHUSA PEI'YJIAPHBIX KIETOUYHBIX MO3AUK
N NX BOSMOKXHOE ®YHKIIMOHAJIBHOE 3HAYEHUE

IA. CaBocTbsiHOB
Hnemumym s6omoyuonnoini uszuonocuu u ouoxumuu um. U.M. Ceuenosa PAH,
Canxm-Ilemepoype, gensav@iephb.ru

PaccmaTpuBaroTCs SMUTENNN KaK peryIsspHbIC KICTOUHBIC CeTH (peIeT-
KH), MEIOIINE TUCTHOHHOE CTPOCHUE W XapaKTepU3YIOIIHeCs TPaHCIs-
LIMOHHOM CUMMETPHUEN M CTEXUOMETpHUEH cocTaBa. sl TakuX peleTok
XapaKTepHBI pa3nunaHbie Ae(exTsl. [IpemmararoTcs TONoIOrHIecKue u re-
OMETPUYECKUE MOJICITH TAKUX JE(PEKTOB U JOKA3bIBACTCS X PCATHCTHY-
HOCTH ITyTeM CpaBHEHUS MOJIENICH ¢ peaTbHBIMH TKaHSMH. BbIcKas3pIBaeT-
Csl IPEIITOTIOKECHHE, 9TO AC(PEKTHI KJICTOYHBIX PEIICTOK MOTYT ITPHIaBaTh
TKaHSAM JIOIOJIHUTEIbHBIE CBOMCTBA.

[IpocTpancTBeHHas opraHu3alys TKaHeW W, B YaCTHOCTH, SIUTEIHEB JI0
cux mop m3ydeHa ciabo. [Ipexie Bcero, BOMpoc o TOM, PEryIspHO A CITy-
YallHO yNaKOBaHBI KJIETKHA B NMPOCTPAHCTBE IIACTA, B IBHOM BHJE HE pEILCH.
['maBHas mpuYKHA HTOr0 — HU3KAs pa3peraromnas CiocOOHOCTb U TPYIOEMKOCTb
SMIIHUPUYECKON PEKOHCTPYKIIUHU MO CEPUIHBIM Cpe3aM, HEyCTpaHseMas Jaxke C
MIPUMEHEHHEM KOMIBIOTEPHBIX TeXHONOrui. [pyrast npuunHa — cnabocTh Cy-
LIECTBYIOIIEH MaTeMAaTH4YECKONW TEOPUU CTPOEHHUS TKaHEH, KOTOpask OCHOBAHA
Ha M3JIMILIHE )KECTKON aKCMOMAaTHKE U I10Ka J1aeT BECbMa OIPAaHUUYEHHBII Ha0Op
TOTIOJIOTHYECKUX M T€OMETPHYECKHX MOjeJel TKaHeBOi cTpyKTypbl (Cmods-
HuHOB, 1980; Mapecun, 1990; Dormer, 1990 u ap.). Kak utor — TpexmepHoe
CTpPOEHHE TKaHEHN OCTaeTCsl HEM3BECTHBIM, PaBHO KaK U CyTh MX MEPECTPOEK B
HOpPMaJbHOM pa3BUTHUHU U MPU NMAaTOJIOTHHU. HEeBO3MOKHO Takke MJIaHHPOBATh
CO3/1aHM€ HOBBIX TKAHEBBIX KOHCTPYKIIMI B paMKax TKaHEBOW HWHKEHEPHH,
YIPaBIATh UX PA3BUTHEM U U3MEPSTH €TO.

Jns mpeonoseHus CyINEeCTBYIOMUX 3aTPYJHEHHH MBI IPEINPHHSIN II0-
MBITKY Pa3padoTaTh HOBBIHM MOAXOA K U3yUEHHUIO CTAHOBJICHUSI U Pa3BUTHUS IIPO-
CTpaHCTBEHHOH oprannzanuu Tkaneit (CaBocTrsiHOB, 2005, 2012). B HacTosmei
CTaThe MPOJOJDKACTCS ero JajibHelmas pa3paboTka U MPUBOASITCS HEKOTOPHIC
HOBBIE PE3YJIbTATHI.
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1. CYTh HOBBIX ITPEJICTABJIEHUI
O CTPOEHUMU KJIETOYHBIX ITIIACTOB

Hosrrit mopxoz 0a3mpyeTcs Ha yCOBEPIIEHCTBOBAHHOW TEOPWUH CTPOCHUS
ouonornyecknx Tkanel (CaBocTrsiHOB, 2005, 2010, 2011, 2012a, 6). DTa Teopus
OCHOBaHa Ha 0oJiee aJIeKBaTHOM aKCMOMAaTHKE, BBITEKAIOMICH U3 JIBYX TJIaBHBIX
uaei. 1) DneMeHTapHBIMH CTPYKTYPHO-(YHKIIMOHAIBHBIMH €IMHULAMHU TKaHH
SIBJISIIOTCA HE KJIETKU KaK TaKOBbIE, a TPYTIIBI Pa3HOPOAHBIX KJIETOK, HA3BaHHBIE
HaMH{ TUCTHOHaMU. MIX MOYXKHO paccMaTpuBaTh Kak CBOEOOpa3HbIE “MOJIEKYIbI”
MHOTOKJIETOYHOCTH. 2) TKaHW — 3TO peryisipHbIE KJIETOYHBIE CeTH (pemeT-
KH) Pa3IM4HON Pa3sMEPHOCTH, TMCTHOHHOE CTPOCHHE KOTOPBIX IPOSIBISETCS B
TPaHCISLIUOHHONW CHUMMETPUU U CTEXHMOMETPHH COCTaBa PeIIeTOK. Takue pe-
LIETKHU IPEACTABISIOT COO0M MOJIEIM TPOCTPAaHCTBEHHON OpraHU3aliy TKaHeH.
W3 Mopeneit BEITEKaeT U KOMILIEKC HOBBIX HH(OPMATHBHBIX TPU3HAKOB JISI KO-
JINYECTBEHHON XapaKTePUCTUKH COCTaBa U CTPYKTYPHI KJIETOYHBIX PEIIETOK.

JUist BU3yaJIu3alMy CTPYKTYpPbl PELIETOK BHAYaJIE CTPOUIIUCH (HU3NUECKHE
MOJIETIH, 3aTeM ObLIHM pa3paboTaHbl CHELHATIbHbIE KOMIBIOTEPHBIE IPOrPAMMEI
I'ucroapx u I'mctopen (CaBocTesiHoB U 11p., 2007, 2011). DTH nporpamMmsl 1o-
3BOJISIFOT MPEACTABISATH MOJEIHN KaK B BUAE TpadoB, OTPaKaIOUIMX JIULIH TOMO-
JIOTHIO TKaHW, TaK U B BUJE MO3aWK W3 MOJIUTOHOB U MOJIU3APOB, YIPOILIEHHO
OTPAKAIOUIUX U TEOMETPUIO KJIETOK. Takwe MOZIENN OIMHCHIBAIOT MHOXECTBO
BapUAaHTOB CTPOEHUS TKAHEH M MPOTHO3UPYIOT BO3MOXHOCTH MX HW3MEHEHUH.
Kpome Toro, mporpaMmbl O3BOJIAIOT TAKKE MOIYYaTh Pa3JIMUHbIC CEUEHUS MO-
neneil. Ha ocHOBe Takux cedeHui mpensiokeH HOBbIN 3()(EKTUBHBIN MOIX0I K
M3Y4YEHHIO TPEXMEPHON OpraHu3ally peajibHbIX dNuTeaueB. Ero cyTs cBoauTcs
K CPaBHEHHUIO TEOPETHUYECKUX CEYEHUIN MOJIEJIEN CO Cpe3aMU pealIbHbIX TKaHEH
1 BBIOOPY TOM M3 MOJIeNIeH, KOTOpas B HAUOOJIBIIEH CTETIEHH COOTBETCTBYET pe-
anpHOCTHU. [IpoBeieHHas HpoBepKa Moax04a o0Ka3aa ero BbICOKY0 3¢(dexTus-
HOCTh. HakoHerr, ObIIO TTOKa3aHo, 4TO MOpdoreHe3 TKaHel — 3To TpaHchopMa-
LUs OAHUX TOHOJOTNYECKHX BapUaHTOB PELICTOK B APYTHE, HOCALIASI XapaKTep
¢azoBbix nepexonos (CaBoctbanos, 2005; Maruuukas u ap., 2009).

[Ipu omucaHWM KJIETOYHBIX PEUIETOK PEajbHBbIX TKaHel OBLIO OTMEUeHO
TaK)ke, YTO OHW HE UJICabHBI © MM CBOMCTBEHHBI pa3lINYHbIC IePEKThI CTPYK-
Typbl. OgHAKO THMHI ACPEKTOB HE OBLIH MPOAHATHU3UPOBAHBI C JOCTATOTHON
nosHoTol. Huske paccmaTpuBaroTCsl NpOCTEUIINE IPUMEPBl OCHOBHBIX THUIIOB
ne(eKTOoB 1 AaeTcsl MPEANOIOKEHNE 00 UX BO3MOXKHOM 3HAUCHHH.

2. CYTB IIOAXOOA K U3YUYEHNIO TKAHEBBIX JIEGEKTOB

Panee ObLTO MOKa3aHO, YTO OCHOBOI cHHTE3a 0e3/Ie()eKTHBIX TKAHEBBIX MO-
TIeJIeH SBIISICTCS TPpaHCHOPMAIIHS Pa3TMIHBIX UCXOIHBIX MO3aHK ITyTEM BHEIPE-
HUSI B HUX HOBBIX KJIETOK HUIM BEIYMTAHUS IpecyiecTBYomuX (CaBOCThIHOB,
2005). Takoli xe noAXON SBISETCS OCHOBOM U JJIsl MOCTPOCHUSI MOJCIEH TKa-
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HeBbIX AedexToB. OgHAKO €CIM NPH CHHTE3Ee MOJENIel TKAaHEBOW CTPYKTYPBI
BHEJPEHHE KJIETOK MPOUCXOINUT BO BC€ DKBHUBAJCHTHBIC BEPITWHBI WM IIETH
KaKOW-IN0O UCXOJHOW MO3aWKH ¥ MPUBOJIUT K €€ TOTAJIBHOU TpaHCPOopMaIiu
C BOBHMKHOBEHHEM HOBOH MOJIPEIIETKH, TO IIPU MOJCIUPOBAHUH 1e(EKTOB HO-
BbIC KJICTKH BHEAPSIOTCS JTUIIb B HEOOJIBIIYIO YAaCTh BEPIIMH WK Lielei 0e3
o0pa3oBaHUA MOJIpEMIETKH. B 3TOM ciydae MPOUCXOAUT HE TOTaJIbHAA, a JIO-
KaJbHAs TpaHchOpMamus, T. €. «3alTyMJICHHE» UCXOTHON MO3aMKH Pa3IHIHbI-
MH JeQeKTaM1 KJIETOYHONW yIaKOBKH.

C mOMOIIBI0 TAKOTO MOIXO0Aa MOXKHO CTPOHUTH MOJIEIH Pa3IMYHBIX Je(eK-
TOB TKaHEBOU CTPYKTypsbl. Ilo ananmorum ¢ kpuctamnorpadueit, Takue MoaeIn
€CTECTBEHHO JICNUTh 10 pa3MEpHOCTH. Torja MOYKHO TOBOPHTH O TOYEHHBIX
(HyTBMEPHBIX), TPOTIKEHHBIX (OMHOMEPHBIX WJIM JINHEHHBIX), MIIOCKOCTHBIX
(TByXMepHBIX) 1 00BbEMHBIX (TpeXMepHBIX) nedekrax. s ux onucanus ymoo-
HO HCIIOJB30BaTh TEPMHUHOJIOTHIO, MPUHATYI0 B Kpuctamnorpaduu (Kemmu,
I'posc, 1974). [IpoBepKy MOTYyYEHHBIX MOJAEICH MOXHO MPOBOAUTH MYyTEM UX
cpaBHEHHS ¢ JeeKTaMH CTPOCHUS pealbHbIX KIETOUHBIX MO3aHK Pa3IH4HbIX
SMUTEIHUEB.

3. MOJIEJIA JIE®EKTOB TKAHEBOM CTPYKTYPHI

3.1. Mozaenu To4euHBIX 1e(PEKTOB KJIETOTHBIX MO3aHK

Takue nedekTh! 3aKII04YaI0TCs B JIOKAJIbHOM HapyIICHUH y30pa XpoMaTHye-
CKOH MO3aMKH (COCTOSIIECH U3 PAa3sHOTHUIHBIX KJIETOK) 33 CUCT MU3MEHEHUS KJie-
TOYHOT'O B3auMopaciojokeHus. [lokaxkeM 3To Ha mpuMepe caMoil pacpocTpa-
HEHHOM (OIHOCIIOMHON reKcaroHanbHol) Mo3auku cocraBa AB, (puc. 1). Ilpo-
CTEHIINI IeeKT B HEH BBI3BIBACTCS TEM, YTO BMECTO KJIETKH A B TIOJIOKCHHOM
MecTe OKa3bIBaeTcs KieTka B. B ntore B miacte BO3HUKaeT XpoMaTHYecKas Ba-
KaHcus (puc. la, BakaHcHs moMedeHa KpecTukoMm). JIpyroit nedekT Ha3pIBaeTCs
BHeJpeHHEM U BBI3bIBACTCS NOMEIICHUEM JIMIIHEH KJIETKH A HE HAa CBOE MECTO
(puc. 16). Hakonen, nedexTsl THIa BAKaHCHH U BHEAPEHUH MOTYT BO3HUKATh
1 BMECTe, KOrZla pa3HOTHUITHBIE KJIETKU MEHSI0TCs MectaMu (puc. 16). Bee st
neeKThl He 3aTParuBalOT CMEXKHOCTh KIJIETOK (OHAa OCTAaeTCs PaBHOW ILIECTH).
OnHako Ba)KHO TIOMYEPKHYTh, YUTO MUKPOOKPYIKEHHE KIETOK, (OPMHUPYIOIIUX
nedekT, Bceraa OTIN4aeTcss OT MUKPOOKPY KEHHUS OCTaIbHBIX KJICTOK.

Crnenytomias rpynmna j1e(ekToB o0beAuHsAET 00Jee CIOXKHBIE UX (POPMBI,
KOTOpBIC MPOSBIISIIOTCS B U3MEHEHUH CMEXHOCTH OTACIBHBIX KieTok. IIpo-
CTEHIIMI BapuaHT Takoro AeeKTa BOZHUKAET B pe3yJbTaTe BHEAPCHUS JIMII-
HEH KJIETKH B UCXOJHYIO MO3anKy, KOTOPOE MOXKET OCYIIECTBIISTHCS ABOSKO: B
TOUYKY IepecedeHns KIETOYHBIX CTOPOH (puc. 12, BBEpXY) UITU B MEKKJIETOUHYIO
menb (puc. le, BHU3Y). B mepBoM cirydae BOKPYT HOBOW TPEyTOJIBHOW KIETKH
TPH CTapblX HPUMYT TenTaroHaabHbId npoduns. Ilpu Bo3pacTanum niomanu
BHEJIPEHHOT'0 TPEYTOJIbHNUKA BO3MOKHO IIPEBPAILCHUE IeNTarOHaJbHbIX KIETOK
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Puc. 1. Monenu To4eqHbIX JIeeKTOB reKcaroHalbHOM KJIeTOYHOH Mo3auku. [ 'pynma nedek-
TOB (MMOMEYEHHBIX KPECTUKAMHM) B XPOMAaTHIECKOH Mo3auke cocTaBa AB,, BBI3BAHHBIX: a — OT-
CYTCTBHEM KIIETKH A Ha CBOEM MeCTe; 6 — BHEAPECHUEM JIMIIHEH KIETKH A HE Ha CBOE MECTO;
6 — 00MeHOM MecTaMH MeX [y KieTkamu A u B. I'pynma nedekroB, HpOsSBISIOLIUXCS B U3MEHE-
HUH KJIETOYHOW CMEKHOCTH MOHOXPOMHOIT MO3aMKH: 2 — BHEIPEHNE HOBBIX KJIETOK B BEPIINHY
U IIEeJTb UCXOJHOH MO3aMKH; O — MCUE3HOBEHME KJETKH; e — JIeJIeHHe KJIETOK B Pa3JIMYHbIX
HAINpaBICHUIX; ¢ — COJIMDKEHUE KJICTOK M 3 — YCTaHOBJICGHHE MEXKJly HUMH HOBOTO KOHTAKTa;
U — CIHSTHHUE KJIETOK.

B MEHTaroHaJbHBIC (TOKA3aHO MyHKTHPOM), & YHCIIO MEPECEKAIOMIIXCS KIETOY-
HBIX CTOPOH IO KpasM BHEJIPEHHOH KJIETKH CTaHET PaBHBIM YeThipeM. Bo BTO-
poM cityyae, T. €. IPY BHEAPESHUHU JIOTIOIHUTEIIHOW TeTParoHaIbHOW KIETKH B
IIeJTb, JIBE KJICTKH MCXOIHOW MO3aWKHU, CMEXKHBIX C BHEIPEHHOW, CTAaHYT rel-
TaroHaJbHBIMU. B KOHEYHOM cyeTe, IpU YBEITUYCHUH BHEAPEHHON KJICTKH OHU
Tak)ke€ MOT'YT IPEBPATUTHCS B MEHTATOHBI (IIOKAa3aHO MYyHKTUPOM), TOT/Ia Kak
IBE JIpyTrUe CTaHyT TeTparoHamu B (hopMe Tparmennid. Yncio nepecekaronnxcs
KJIETOYHBIX CTOPOH B 3TOM CITy4ae TOKE CTAHET PAaBHBIM YETHIPEM.
Crnenyromuii BapuaHT AeeKkTa BOZHUKAET B PE3YJIbTATE BEIYUTAHUS KICTKU
Y3 MO3auKH, CKaXXeM, B pe3yJibTare KieTouHoi rudemnu (puc. 10). Takue nedek-
ThI (Ha3BaHHbBIC BAKAHCUSIMU) 3aKJII0OYAIOTCS B BOSHUKHOBEHUH LIECTH TICHTAr0-
HaJBHBIX TPOQUIIEH C TIepeceueHeM B IIEHTPE MIECTH KIETOYHBIX CTOPOH.
Hanbonee m3ydeHHBIM SBISICTCS TOUYCUHBIN Ne(PEKT MO3aWKH, CBSI3aHHBIN
¢ JeneHueM KieToK. OOBIYHO CYUTAETCS BOZMOXKHBIM JIUIIH OJJUH BapUAHT JIe-
JICHUsI, TIPU KOTOPOM €ro IMJIOCKOCTh MPOXOJUT Yepe3 CepeJuHBbl MPOTHBOJIE-
JKAIIUX KJICTOYHBIX CTOPOH M MIPUBOAUT K BOSHMKHOBEHHIO JIBYX Map MEHTa- U
renTaroHaj bHBIX KJIETOK (pHC. le, BBepxy). [eomeTpuyeckue acnekTsl popMu-
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poBaHms Takoro nedekra (0OMEH CTOPOHAMH M BEPITMHAMH, TIOCTOSTHCTBO YHC-
Ja CTOpOH) MoxpoOHO paccMoTpeHbl B padborax CmonsamHOBa (1980), Dormer
(1980) 1 Mapecuna (1990). Bmecre ¢ Tem cyiiecTByeT BO3MOKHOCTD U IPYTOro
HANpPaBJICHUS MIOCKOCTH JENICHHS, TPU KOTOPOM MPOUCXOJUT BO3HUKHOBEHHUE
JBYX TpareleBuIHBIX KIETOK. B 3TOM ciydae B ABYX TOUKax nepeceucHus Oy-
YT CXOMUTCS TI0 YETHIPE KIETOUHBIX CTOPOHBI (pHC. le, BHU3Y).

Eme onuH BapuaHT Aedekra 3akirodaeTcs B BOSHUKHOBEHUH KJIAcTepa U3
JBYX Hap NEHTa- U FeKCaroHaJbHBIX KJIETOK, B LIEGHTPE KOTOPOI'O MEPECEKACTCs
YeThIpe KJIETOYHBIX CTOPOHBI (puc. loc). Ilocnenytomee ero pa3BUTHE MOXKET
MPUBOANUTH K 00pa30BaHUIO HOBBIX MEKKJIETOUYHBIX KOHTAKTOB C MPEBPALICHU-
€M Tapbl FeKCaroHaJbHBIX KJIETOK B TelTaroHaNbHbIe (puc. 13).

Haxowner, BO3MOXKHBI Ie(hEKThI, BOSHUKAIOIINE B PE3YIIBTATE CIUSHUS KICTOK.
Tak, cnusiHME NBYX BEPTHKAIBHO PACIOJIOKEHHBIX TeKCArOHOB MPUBOAUT K BO3-
HUKHOBEHHIO OIHON OKTAaroHaJIbHOM M JIBYyX IEHTaroHaJbHbBIX KJIETOK (puc. lu).
KonmuecTBo CIMBIIMXCS KJIETOK MOKET OBITh M OONbIIMM. B 3akmrouenue orme-
THM, 4TO NONOOHBIE 1e(EeKTH MOI'YT BO3HHKATh B MO3aWKaxX U MHOT'O COCTaBa.

3.2. Mopnenu nuHeHHBIX Ae(EeKTOB KIETOYHBIX MO3anuK

Takue nedexTbl MPeacTaBISIOT COOOM MPOTSKEHHYIO TPaHHUIY MEXIY
ydacTkaMmu (0J10KaMHU) MO3aHK, Pa3IMyYaloOInuXCs KIETOYHOW CMEXHOCTBIO, CO-
CTaBOM WJIM opueHTanueil. Takas rpaHuna uMeeT BUJ NPSIMON HIIM JIOMAHOU
JTUHUHN U MOXKET OBITh YeTKOW WJIM pa3MBITOH. [IpocTedmum mpuMepoM MOXKET
CIY>KUTb I'PAHULIA MEKAY IBYMS yUaCTKAMHU I'€KCArOHAJIBHBIX MO3aUK COCTaBa
AB,, pa3IMYaOIUXCA TOJNBKO B3aMMOPACIHOIOKEHHEM U MHUKPOOKPYKEHHEM
UX KJETOK (OpMEHTALMOHHBIM IMOPSAKOM, puc. 2a). B npyrom ciayuae mozau-
KM MOTYT pa3fin4arhcsl €lie M YUCICHHBIMU COOTHOLIECHUAMH (puc. 20). B mo-
CJIEZTHEM ClIy4ae PSIKU KJIETOK OJIHOTO y4acTKa MO3auKH HAYWHAIOT HATH T0J]
YTJIOM K psIIKaM Apyroro ydacTtka. [Ipyn HeGombIIoM OTKIIOHEHNH PSAIKOB OYIy T
BO3HHUKATh MaJIOYIJIOBbIE IpaHulibl — MYI'n. BmecTe ¢ TeM B rekcaroHajbHbIX
MO3aMKaX BO3MOKHO U TAKO€ U3MEHEHHUE 3TOr0 yria, Ipd KOTOPOM HampasJiie-
HUE KIJIETOYHBIX psAAKoB MeHsieTcs Ha 90 rpamycoB (puc. 26). B aTom ciyuae
Pa3JIMYHO OPUEHTHUPOBAHHBIE YUACTKH MO3aUK pa3/eNsioTcs YeTKOW JoMaHOH
TpaHulIEd, COCTOSIIECH U3 NEHTATOHOB U IeNTaroHoB. Ee MOXHO COMOCTaBUTH C
JTUCKIMHAIMEHN B KPUCTAIIOT pa(HH.

Crnenmyrouuii BU JTMHEWHBIX Je(EKTOB BOHHUKAET HA TPAHUIIE MO3aWK C
pasHoii Tononoruei. Hanpumep, Mo3auku U3 Te€Tpa- U reKCaroHajabHbIX KJIETOK
MOTYT pa3AeisaThCsl HECKOJIBKUMU BapuaHnTaMu rpanull. Ha puc. 22 nokaszaH Ba-
pHaHT, KOTAa 3TH MO3auKH pa3JiesieHbl YeTKOW I'paHuIleld u3 neHTaroHos. Kak
MBI YBUIUM Jajiee, TpaHuIla MeXAy YU4acTKaMH ¢ pa3InNdyHON TOIMOJOTHEH Mo-
JKET OBITh U PA3MBITOM.

Hakownerm, emie onvH BUA TPOTSIKEHHOTO Ie(hekTa MOYKET BOSHUKATH MTPH UC-
4e3HOBEeHUH (0OPBIBE) KJIIETOUHOTO psifKa. B pesyibprare aBa KJISTOYHBIX PSJIKA,
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Puc. 2. Mopenu TUHEHHBIX e(EKTOB TeKCArOHAIBHON KJIETOYHON Mo3auku. [ pymma xpo-
MaTHYECKHUX MPOTSHKEHHBIX Ne(EKTOB, MPEACTABICHHBIX B BUIC TPAHUIBI MEKIY: ¢ — ydacT-
KaMHU MO3auKH cocTaBa AB, ¢ pasinyHON CTPYKTYpOH; 6 — Mex]ay Mo3aukamu coctasa AB,
u AB,. ['pynmna npoTsiKEHHbIX 1€(EKTOB, PEICTABICHHBIX B BUJIC TPAHUIIBL 6 — MEXKy JIBYMSI
Y9acTKaMU reKcaroHaJIbHOH MO3aHKH, MMEIOIIUMH PA3JINIHYI0 OPUCHTAIHIO; & — MEXKIY TeKca-
U TETParoHaJbHONH MO3aMKaMH; 0 — CONPUKOCHOBEHHS JBYX paHee M30JIMPOBAHHBIX KIETOY-
HBIX PSIJIKOB T'eKCaroHaJIbHOM MO3aMKH, BOSHUKIIIETO B Pe3yJIbTaTe 0OpbIBa OJHOTO U3 €€ PSIKOB
(KJIETKH KOTOPOTO TIOMEUEHBI KPECTUKAMH).

COCEJICTBOBABIINE C MCUE3HYBIIMM H paHEE pa3/ieICHHbIC UM, CONMMKAIOTCA U
Janbllie UAYT PAJOM, YTO M HOPOXKIAAET HECBOHCTBEHHYIO MCXOTHOM MO3anKe
IPaHULly M COCTaBIsET HAapyLIEHHE NMPaBUIBHOCTHU IutacTta (puc. 20). B utore
B 30HE OKOHYAHHUSA PsAJKa BOZHUKHET KJIETKa C MPO(QHUIEM MIEHTaroHa, a psaoM
00513aTEeNIEHO PACHOIOKUTCS TENTaroH (ABe 3TH KJIETKH 00pa3yloT HempeMeH-
HYIO TIapy | JUJIS TPOTSHKEHHBIX Ae(DEKTOB), IPH 3TOM YHUCIIO MEPECEKAIOIIIXCSI
KJICTOYHBIX CTOPOH B 30HE Je(PEeKTa MOKET OCTAThCSI PaBHBIM TpeM (puc. 21),
WM NPUHATH Ipyrue 3Hadenus. [lo ananxoruu ¢ kpucramiorpadueii, Takue ae-
(beKThI MOKHO Ha3BaTh JUCIOKALUIMH.

3.3. I1nockocTHBIE 1 O0BEMHBIE JE(PEKTHI

Takune nedexTrl CBOMCTBEHHBI TOIBKO TPEXMEPHBIM TKAHEBBIM MOJETISIM (pe-
metkam). K mnockocTHeIM eekTaM OTHOCSITCS MTOBEPXHOCTH PA3/IesIOB MEXLY
y4acTKaMH PELIETOK C pa3iinyHoi Tononorue. K atuM ke nedexram oTHOCATCS
MIJIOCKOCTH CIIBUTOB OJTHOW YaCTH PEIIETKH OTHOCUTENLHO APYTOM, MIIOCKOCTHBIE
ne(eKTHl YIIaKOBOK M HAKOHEII caMa IIOBEPXHOCTh TPEXMEPHOH TKaHH.
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O0BemHBIE Me(heKTH MOTYT IPEACTABIATH COOON 3a4aTKH PEMICTOK C IPY-
roi Tononorueit. O0beMHbIC Ae(HEKThI MOTYT MPOSIBISITHCS U B Pa3pbIBaX MEX-
KJICTOYHBIX CBS3CH, MPUBOJAINIMX K BOSHUKHOBCHHUIO CAMHUYHBIX BHYTPHUIIIU-
TETUATBHBIX TTOJIOCTEH.

3.4. Kombunauuu nehexToB

HanomHaum, 4T0 Bce pa3o0paHHbIe TUITBI TOYEUHBIX U MPOTSKEHHBIX Ie(eK-
TOB CYLIECTBYIOT Ha (hoHE 0ojiee MM MeHee KPYyITHBIX y4aCTKOB MPaBUIBLHOTO
PETYJISIPHOTO CTPOCHHUS UCXOMHOW MO3auKu. [Ipu 3TOM pasnudnble Ne(eKThl
MOTI'YyT KOMOMHHMPOBATHCS MEXAY COOO0H, HOpOXKIasi B IJIACTE MHOXKECTBO Pas3-
JIMYHBIX CTPYKTYP, CXeMaTH4YECKH IIOKA3aHHBIX Ha pHC. 3.

B wactHocTH, MuHelHbBIE JeEeKTHl THIIa OOPHIBOB KJIETOUYHBIX PAIKOB (IHC-
JIOKaIMi) MOTYT IPUBOJUTH K CTPYKTYpPaM, BKJIIOUAIOIIUM BHEIPECHUE U BBIUU-
TaHue psAAKoB (puc. 3a, 6). COBOKYIHOCTh JINHEHHBIX OJHOHAIIPABICHHBIX 00-
PBIBOB PAJIKOB (AHMCIIOKAINIT) BEJET K CMEHE WX HallpaBjeHuil. B 3aBucumocTu
OT KOJINYECTBA OOPBHIBOB CMEHA HAIIPABJICHUI MOXKET KacaTbCs OJHOIO PslIKa
(puc. 36) naM MHOTHX, IIPH 3TOM YIJIbl OTKJIOHEHUI MOT'YT OBbITh Pa3IMYHBIMH —
oT BeImeynoMsiHyTeIX MYToB (puc. 32, 0) 1o yria B 90 rpamycoB ¢ BOSHUKHO-
BEHUEM MPOTSKEHHOT0 Ae(eKTa TUIa AUCKIuHAIUH (puc. 3e).

Urax, Mbl pa3o0pain MOAETH HEKOTOPBIX Ae(PEeKTOB, MOT'YLIUX BCTPEUYATHCS
B peasbHBIX FeKCaroHalbHBIX MO3auKaX. JTH JeQEKThl COCTABISIOT JINIIbH HE-
OO0JIBLIYI0 YaCTh BO3MOXKHBIX HApYyILICHUM MPABUIBHON CTPYKTYPhI TAKUX MO-
3auk. KpoMme Toro, oTMETHM, 4TO MOIOOHBIE Me(heKThl M UX KOMOMHAIIUN CBOM-
CTBCHHBI HE TOJIBKO ['€KCArOHAJIBHBIM, HO M JPYTHM BUAAaM KJICTOYHBIX MO3aHK,
onucaHHbIX HaMu paHee (CaBocTesaHOB, 2005, 2012). BaxkHo Nog4YepKHYTh, YTO
BO BCEX CJIyYasiX KJICTKH B 30HE JIe(PEKTOB OTIMYAIOTCS IO CMEKHOCTH U MUKPO-
OKPYKEHHIO OT BCEX OCTAIBHBIX KJIETOK MO3aHUK.

BRI ]
lAIALE

Puc. 3. CxemaTH4ecKkoe MPEACTABICHUE MATTEPHOB MO3AMK, MOPOXKAACMBIX KOMOMHALUIT
nedextos. [IpuMepsl NaTTEPHOB, BBI3BIBAEMBIX: d — BHEAPEHUEM JIMIIHErO psijiKa KJIETOK; 6 —
BEIYNTAHHUEM PSJKA KJIETOK; ¢ — HCKPUBJIEHUEM psjiKa, BBI3BAHHOTO ABYMs OOpBIBAMU; 2, 0 —
MaoyriioBbie rpaHunbl (MYT 1), BBI3BaHHBIC CEPHCH IONOMHUTEIBHBIX PAKOB; € — I'DaHMILA,
BbI3BAaHHAs N3MECHEHUEM HAIPABICHHUH PSIAKOB IO IPSAMBIM YIJIOM (Cp. € puc. 26).
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[Mepeiinem Terepb K pacCMOTPEHHIO BOIIPOCA O TOM, HACKOJIBKO MOJICIIH Jie-
(hEKTOB COOTBETCTBYIOT JACHCTBUTEIHLHOCTH.

4. NMJUIIOCTPALIMU JEDPEKTOB B PEAJIBHBIX TKAHAX

HccnenoBanue CTPyKTYpbl KJIETOUHBIX MO3aUK PEaJbHBIX MOKPOBHBIX U
CEHCOPHBIX SIUTEIUEB, a TAK)KE aHAIU3 JAHHBIX JUTEPATYPbl MO3BOIUIN 3a-
KJTIOYHTh, 9TO BCE OMMMCAHHBIE TUIIBI Je(EKTOB 1 X KOMOMHAIINH CBOHCTBEHHBI
W pEaJIbHBIM TKaHSM.

4.1. Toueunble eeKTHI

1) Xpomarmdeckue naeeKkThl THIIA BAKAHCHI U BHEIAPEHUH (IpUMeceii) siB-
JISIOTCS THIUYHBIMHU M BCTPEYAIOTCS JOBOJIBHO YACTO KaK B MO3aMKax JIUIEP-
MHCa 3apOoJbllla JIATYIIKH, TAK U CIIyXOBOT'O SIUTEIHUS YIUTKU NTUL. Tak, npu
00IIIeM TPOCMOTpPE OOIIMPHBIX YYACTKOB MO3aUK B HUX TIOCTOSIHHO OTMEUaJIiCh
MHOTOYHCJICHHBIE TOYEUHBIE JUCIIOKAuu (puc. 4a). MoxHO mojararb, 4To Ta-
KH€e Ae()eKThl CBOMCTBEHHB! OOJIBLIIMHCTBY XPOMATHYECKUX KJIETOYHBIX MO3aUK
peanbHbIX TKAaHEH.

2) bonee cnoxxHble ToueuHbIe AE(EKTH C U3MEHEHHUEM TOIOJOTUU TAKKE
BCTPEUYAINCh MOCTOSHHO B TIOKPOBHBIX M CEHCOPHBIX 3MUTENHsIX. B cooTBeT-
CTBUM C MOJICIISIMH, OHHM BBI3bIBAIOTCSl pa3HBIMH NpuunHamu. Hampumep, BHe-
JIpeHreM (AMOPHOJIOr CKaszan Obl MEepKaSIUCH, MaToJor — HH()UIBTPAIKCH)
KJIETOK B BEPIIMHBI 3BE3/I U MEXKJICTOUHBIE IMEH (CM. puc. 40, 8). K Bo3HUK-
HOBEHUIO TOUCUHBIX 1e()eKTOB MPUBOAUT HAIMUYNE IPUMECH HOHOLIUTOB B KJIe-
TOYHOH MO3aMKe nuaepmMuca 3apoasiia asarymks (Dubaissi, Papalopulu, 2011),
WJIY HadaJibHAasl CTAAMs TUMQPOUIHON HHOUIBTPALUN TKAHEH.

3) ['ubenb KIETOK TaK)KEe BHI3BIBACT BOSHUKHOBEHHE /IS(DEKTOB THUIIA BaKaH-
CHIf, KOTOpbIE UMEIOT BHJI PO3ETOK M3 IECTH MEHTATOHOB C NEPECCUCHHEM B
IIEHTpE IMECTH KJIETOTHBIX CTOPOH (puc. 42). BecbMma HarmsigHO NePEKTHI C BBI-
YUTAHUEM KJIETOK BBIIVISIASIT B TKaHSX C BBICOKOH PEryJISIPHOCTBIO CTPOCHUSI.
Hanpuwmep, B KoprueBom oprane Takue aedexTsl ObuH oKa3aHbl B padbote XKy-
paBckoro u coapTopamu (2004).

4) Berpeuatorcesi Takke Ne(EKThI, BHI3BIBACMBIC KICTOYHBIM CIUSHUEM C
BO3HUKHOBEHHUEM MHOTOSIJICPHBIX KJIETOK. Takue KIETKH MOXXHO paccMaTpu-
BaTh Kak CBOCOOpa3HbIe MUKPOCUMILIACTHL. Hanboee 1eMOHCTpaTHBHO TIOA00-
Hble 1e()eKThI MPOSBISAIOTCS B MO3aMKaX C BHICOKOW PEryISIPHOCTBIO CTPOCHHUS,
HanpuMep, B HaceTOYHOM a3y ApO30(QHIIbI P MYTaLKSIX [€HOB, KOHTPOJIHU-
PYIOLINX pa3BUTHE T1a3a.

5) Ouepennbie nedeKThl B BUJC KICTOYHBIX KJIACTEPOB M3 MEHTATOHOB C
nepecedeHreM B IIEHTPE YeThIPEX KIJIETOUHBIX CTOPOH PErYJIsPHO BCTPEUAIUCH
HaM KaK B SIUAEPMUCE 3apOJbILIa JIATYIIKH, TAK U B CIIyXOBOM JIHUTEINH yJIUT-
k¥ Ul (puc. 40, e). Takke perynsipHO BCTpeUaroTcs AeQeKThl, BOSHUKAIOIIHE
Ha OCHOBE ATHX KJIACTEPOB IyTeM 00pa30BaHMUsI HOBBIX KOHTAKTOB MEX]y I'EK-
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Puc. 4. IlpuMepsl TOUCUHBIX Je(EeKTOB B SIHASPMHUCE 3apOBIIIA JISATYIIKH (¢-2) ¥ CIIyXOBO-
ro SMUTENUs NTHII (0-€). leheKThI, BOSHUKAIOUINE B Pe3yIbTaTe HAPYIICHHS: @ — PETYISIPHOCTH
BO B3aMMOPACIOJI0KEHUU PECHUYHBIX U IMaJKUX KJIETOK: TPU UAYIIUX CHU3Y PETYJISAPHBIX Psl-
Ka 0OpBIBAIOTCS B PE3yJIBTATe CMEIICHUS PECHUTYATHIX KJIETOK CO CBOUX MECT; 6 — BHEAPCHHS
HOBBIX KJIETOK B BEPIIMHBI U IIEIH (8) HCXOIHBIX MO3auK (yKa3aHbI CTPEIKAMH), a TAKXKe B pe-
3yJIbTaTe BEIYNTAHMS KJICTKH U3 MCXOIHOW MO3aMKH; ¢ — BaKaHCHs, BO3HHMKILAS B Pe3yJbTaTe
BEIUYUTAHMS KJIETKH M3 IJIACTa; 0 — KJIETOYHBIE KJIACTEPHI U3 KJICTOK PAa3IMUHON CMEKHOCTH C
NepPeceueHreM B IIEHTPE YEeThIpeX KIETOUHBIX CTOPOH (yKa3aHbI CTPEIKaMH); e — KIacTep M3
JIByX IIEHTa- U ABYX rexcaroHoB. CkaH. 1. MUKD. LleHa pucku 10 MkM.
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caroHaJbHBIMH KJIETKaMU C TIPEBPAIICHNEM X B TeNTaroHbl. Takne mpeBparie-
HUsI HeogHOKpaTHO onucaHbl B tuteparype (Classen et al., 2005; Lecuit, 2005;
Lye, Sanson, 2011; Lecuit, Lenne, Munro, 2011) 1 COOTBETCTBYIOT MOJCIISIM,
MPUBEACHHBIM Ha puc. lorc, 3.

6) Hakonerl, te()eKThI, BEI3bIBAEMBIC JICJICHUEM KJICTOK, TAK)KE BEChMa THUITHY-
HBI JUIsl peajibHbIX MO3auK. [IpuMepbl TakuX JEICHUH U MX OIMHUCAHUE OMHCAHBI
Hamu panee (CaBocthsHOB, 2005), hopMupoBaHUE BO3HUKAIOMINX TIPH 3TOM JIe-
(hextoB omrcano B padorax B.B. CmonsamHOBa (1980) 1 B.M. Mapecuna (1990).

4.2. IlpoTsxeHHBIE Te(PEKTHI

[Ipex e Bcero, Takue AePEeKThI OTMEUAIOTCS KaK TPAHUIIBI MKy y4acTKa-
MH KJIETOYHOW MO3aMKH C pa3JIMUYHBIM XPOMaTHYECKUM PUCYHKOM WJIH pa3iny-
HOW Tomosiorredi. HarmoMHMM, 4TO Takue rpaHUIlbl MOTYT OBITh KaK YeTKHMH,
TaK U pa3MbITBIMU. [IpocTEHIIUM TPUMEPOM MOXKET CIAYKUTh TPAaHULA MEKIY
MOHOXPOMHOM M TOJTMXPOMHOIN MO3auKaMM, HallpUMeED, B YIUTKE MTUIL MEKITY
YYaCTKaMH CITyXOBOTO U «OTIOPHOTO» MHUTENHsA (puc. Sa). [Apyrum mpumepom
SIBJIIETCS] TPAHUIIA MEXKAY XPOMAaTUUYECKUMU MO3auKaMM Pa3IMYHOTO COCTaBa
(puc. 56). Hakoner, emie OAHUM MPHUMEPOM MOXKET CIYXHTh I'PaHHULA MEKIY
STYEUCTON M T0J0CAaTON MO3ankaMU B OPOHXHAJBHOM AIUTENNH (PUC. 56) WU
CPaHUIIA MEK1Y MO3aUKOM U3 TETparoHajabHbIX U I'€KCAarOHaAJIbHBIX OMMAaTH/IU-
€B B I[U1a3y JOMAaITHEH MyXH (puc. 52).

J10BOJTLHO YacTOM MPUYMHOW BOSHHUKHOBEHHS MPOTSKEHHOTO nedexTa sB-
JISIETCS] CMEUICHUE OTHOM YaCTH KJIETOYHOU MO3aUKH OTHOCUTEIBHO APYTOH MoJ
BJIMSTHUEM MEXaHWYECKUX HaNpsuKeHUH. [lpyras pacnpocTpaHeHHas TpUUYMHA —
rc4ye3HoBeHHUe (0OPBIB) KIETOYHOTO PAIKA, KOTOPBIKA B 3TOM ciiydae OObIYHO 3a-
KaHYMBAETCS IEHTArOHAJIBHOM KJIETKOM. DTO MPUBOJUT K TOMY, YTO JBA APYTUX
KJIETOYHBIX PSIJIKA, COCECTBOBABIINE C MCUE3HYBIIUM M paHee pa3JielIeHHbIe
WM, COMMKAIOTCS M AJbIIe UIYT PSAIOM, 9TO M MOPOXK/IaeT HECBOWCTBEHHYIO
HCXOTHOW MO3auke TpaHumy (puc. 6a, 0).

Emie onHa nprurHa BO3HUKHOBEHUS TPOTSKEHHBIX Ae(DEKTOB 3aKIII0YaeTcs B
TOM, YTO BCJIEACTBHE MYJIBTUIICHTPUYECKOM 3aKIa KN U pOCTa COPMHUpPOBaHHASL
MO3aMKa HepeIKO HallOMUHAET CKOpee He MOHO-, a MOJUKPUCTAILTNYECKOE 00-
paszoBanue. ['paHUIIBI MEXY OJIOKAMH B TAKOW MOTUKPUCTATIMIESCKON MO3auKe
W TPEACTABISAIOT cO00# MpoTsKeHHbIe NedekThl. Takue rpaHulbl MOTYT UMETh
BT Y€TKOM I'PAHUIIBI HIIN OBITh U Pa3MBITHIMHU, KaK MOXKHO BHJIETh Ha pPHC. Se.

4.3. I1nockocTHBIE 1 00bEMHBIE JIe(EKTHI

[MpuMepaMu TIIOCKOCTHBIX Je()EKTOB MOTYT OBITh PaHEBBIC MTOBEPXHOCTH.
O0beMHBIMU IeheKTaMu SIBISIOTCS HEOONbIINE YYaCTKH TKaHW C MHOW TOIO-
JIOTHEeH, CKakeM, pH (OpMUPOBAaHUU MHUKPOMETACTA30B, Hayajle MeTaIljaa3uu
nuin Bo3HuKHOBeHUH Ca in sity. K 00beMHBIM aeeKTaM OTHOCHTCS U BO3HUK-
HOBEHHE MOJIOCTEH, KaK B KPHOPO3HBIX SMUTENHSIX, TAK U TIPU PA3IMYHBIX KOX-
HBIX BBICBIIAHUAX (ITYCTYJbI, BOJAbIpH). [lompoOHOE paccMOTpeHne Takux Je-

(hexToB — nemo OymytIero. "



Puc. 5. [Ipumepsl NPOTSIKEHHBIX IPAHULL @ — NPOTSHKEHHAS FPaHMIIA MEXKIY MOHO- U IO-
JUXPOMHOI MO3aNKaMH B CIIyXOBOM YJIMTKE IITHUI]; 6 — TPAHUIIA MEXK/1y MO3aNKaMU Pa3IHIHOrO
COCTaBa B AMHJEPMICE 3apOABIIIA JATYIIKH; ¢ — TPaHMIA SIEUCTOH M TOI0CATOH MO3auK CO-
craBa AB, B 6poHxuanbHOM snuTenuu (mo Pomanosoit 1987, cp. ¢ puc. 2a); 2 — rpaHuLa MEX1y
reKca- U TeTparoHaJbHBIMU OMMAaTHANSIMH B T1a3y goMarraei myxu (CaBoctesanos 2005).

Puc. 6. I[IpoTsKEHHBIC IPAHUIBI, BO3HUKAIOIINE B PE3yJIbTaTe OOPBIBOB OAHUX KIETOYHBIX
PSAAKOB (TTOMEYeHBI OSJIBIMH 3BE37I0YKaMH) M CONVMIKEHUS APYTUX PAJIKOB (IOMEYECHBI KPECTHKA-
MH): @ — 0OOPBAaHHBIN PAJOK 3aKAHUMBACTCS KJICTOYHBIM KJIACTEPOM HX IEHTA- U TENTaroHa C
NIEPECEUCHNEM TPEX KJIETOUHBIX CTOPOH; O — B KOHLE JBYX [OCJIEOBATEILHO OOPBIBAIOIIMXCS
PAKOB y BEpLIMHBI IOCIEIHEI0 NEHTAarOHa CXOAUTCA YEThIpe KJIETOUHBIX CTOPOHBI; CIyXOBOH
SMUTENUH YIUTKY NTHI, KOH(OKaIbHAsI MUKPOCKOMHSI.
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4.4. KomOuHanus 1eeKToB

B peanpHBIX MO3amkax BCe OMHCAHHBIC JehEKTHI OOBIYHO COCYIIECTBYIOT
B pa3MYHBIX KOMOWHANMAX. B WTOre peanpHbIe TKAHW MPEACTABIISIIOT COOOM
COBOKYITHOCTh Oe3/Ie()eKTHBIX yYaCTKOB PAa3IUYHBIX pa3MEpOB, BHYTPH U Ha
rpaHuIaX KOTOPBIX BCTPEUAIOTCS KaK TOYCYHBIC AC(PEKThI, TAK U JTUCIOKAIHH
B BUJIC OOPHIBOB M CMEIICHHH (Pe3yibTaT MOJUKPUCTATUIMYECKOTO CTPOCHUS).
[ToaTOMYy cymiecTByOIE BHYTPH YYACTKOB KJIETOUHBIC PEMICTKH W PSIbI HE
HETIPEPBIBHBI, a MIPEACTABIISIIOT COOO MOCIICOBATEIIBHOCTH PAa3IMNIHOMN JITUHEI,
BKJTIOHaronue ot 5 1o 20 u Oonee kiaeTok. Heckoiapko psaoB MOTYT HATH Tia-
paienbHo, 3aTeM YacTh WX OOphIBAaeTCs, Apyras — MEHSeT HaIlpaBJICHHE IT0]
Pa3JIMUHBIMU yTIaMu. Psiibl MOTYT pacXoIMThCS, JaBas MECTO HOBBIM, BHOBb
CXOJUTHCS, 00Pa30BBIBATh 3aBUTKU U T. JI. B uTOre pacmnoynoxeHue KieTok Gop-
MUPYET CIOKHYIO KapTHHY, OTIAJICHHO HATTOMUHAOIIYIO JAKTHIOCKOTUYECKII
PUCYHOK. DTO CBOMCTBEHHO KaK TMOKPOBHOHM TKaHW (3KTOIEpPMa 3apOJbIIia Jis-
T'yIIKH), TAK ¥ CEHCOPHBIM JITUTENNSIM (MO3aUKaM CITYXOBOT'O SITUTEIUS YIUTKH
IITUI U CETYATKH PbIO, puc. 7).

4.5. llonsiTHe 0 KOHIIEHTpaluu Ae(EeKTOB

U3 06mux coobpakeHUi SICHO, YTO KOJUYECTBO Ae(EKTOB B MO3aUKaX MO-
XeT ObITh paznuyHbiM. [loaToMy, Hapsny ¢ nmpoBeaeHHON AuddepeHnnanbHOMl
XapaKTEePUCTUKON Pa3IMUHBIX 1e(EeKTOB, BAXKHO YMETh OLICHUBATH UX KOHIICH-
TPAIHIO, TO €CTh CTENEHb 3alTyMJICHHUS UMH Pa3INYHbIX MO3auK. ITO MOKHO
nenarh 1o-pazHomy. Hanpumep, mytem mpsMoro mopcdera onpenensTh Kolu-
4eCcTBO Je(EeKTOB, MPUXOASIINXCI Ha HEKOTOPOE (PUKCHPOBAHHOE KOJIMYECTBO
(100, 1000 u T. 1.) KIETOK. MOXXHO TTPOBOIUTh W MHTETPAIbHYIO OIEHKY KO-
'i"l:“‘ll' -.'""i pag
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Puc. 7. O6muii Bug nartepHoB, GopMupyemMbix koMOnHanusmMu aedektoB. Couetanue pe-
T'YJISIPHBIX PSIIKOB PELENTOPHBIX KIETOK M UX Ae(peKToB (GOPMHUPYET XapaKTEpHBIH MaTTEpH,
HaIIOMHHAIOINI JTaKTUIOCKOIIMYECKHH pUCyHOK. CieBa — CIIyXOBOH SHUTENNIl YIUTKH MTHI
(ckaHUpYyrOLas dMEKTPOHHASA MHKpocKkonus). CrpaBa — MO3anKa KOJOOYEK B CETYATKE PHIOBI
Gadus minutus (Engstrom, 1961), cBeToBast MUKPOCKOIIHSL.
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JUYEeCTBa PasNWYHBIX AEPEKTOB, MCIONB3ysd TAaKOWM KOCBEHHBIM MOKAa3aTelb,
KaK TUCTIEPCHUs BEIWYWHBI KIETOYHOW CMEXHOCTH. JTa BEIMYWHA JaeT Mepy
paccoriiacoBaHus UJeaIbHBIX MOjieliel 0e3/1e()eKTHOM CTPYKTYPBI U PEATbHBIX
TKaHEBBIX MO3auWK. HakoHel, IJisi XapaKTEepUCTUKN KOHLIEHTpaUuu Ne(eKToB,
BO3MOXKHO, OyJIeT yI00HO UCIOJIB30BaTh U JIPOOHYIO Pa3MEPHOCTh, TPUHSITYIO
JUTSL XapaKTePUCTUKH (HPAKTAIIOB.

[IpoBeneHHast mpuKHUIOYHAS OIEHKA ITYTEM TIPSIMOTO TOJICUYeTa ToKa3aa,
YTO KOJIWYECTBO AE(PEKTOB (MX KOHICHTpANHs) B Pa3HBIX TKAHAX JIEHCTBU-
TEJIBHO MOKET NMPUHUMATh pa3indHble 3HaueHus. Hampumep, B sMOpHOHAIb-
HBIX TKaHIX, B KOTOPBIX HHTEHCUBHO UIYT MPOLECCH Pa3MHOKEHUS U THOCITH
KJIETOK, KOHIIEHTpamusi A1e()eKTOB BBICOKA: B AMMHJICPMHUCE 3apPOJIbIIIA JISATYIIKH
Ha Kaxapie 100 kaeTok mpuxoautcs mo 5-10 pazmugabix aedextoB. C apyroi
CTOPOHBI, B T€X TKAHIX, B KOTOPHIX MpOoTu(epanus TpakTHIeCKH 3aKOHTIIIACh
(HampEIMep — CEHCOPHBIE AMUTENNH), PEryISIPHOCTD CTPOEHUS SBIIeTCsS Ooiee
BBIPA)KEHHOW ¥ OHH Ha OOJIBIIIOM MTPOTSIKEHUH HEPEKO YIOAOOIISIOTCS U/leahb-
HBIM 0e371e()eKTHBIM MOHOKpHCTaIaM. Harns el npuMep — MO3auKH B HOP-
MaJIbHOM (haceTOYHOM TI1a3y Apo30(usl, rie OauH AeeKT MPUXoaUTCs Ooee,
gyeM Ha 1000 oMMaTHIHEB.

Pe3ynpraTHBHOCTS MHTETIPAIBHON OIEHKH KOJTM4ecTBa Ae(ekToB ObLIa 1mo-
Ka3aHa HaMH TP KOJTTMYECTBEHHOH OIIEHKE AUCIIEPCHH TKAaHEBOH PETYIISIPHOCTH
(CaBoctbsiHoB, I'pednep, 1993). OTmeTnM, YTO aHATU3 paclpelesieHUs KJICTOK
[0 CMEKHOCTH SIBJISIETCS TPaJULUOHHBIM BOIPOCOM MpH (HOPMaIN30BaHHOM
W3YUYCHUH TKAHEBHIX KJIETOUHBIX Mo3auk (CMonssHuHoB, 1980; Mapecun, 1990).

5. BO3BMOXHA POJIb JE®EKTOB

Wrax, paznuanble 1edeKThl KIETOYHOW YIIAaKOBKH JIEHCTBUTEIHEHO MPHUCYIIH
peaTbHBIM TKaHSM (aHAJIOTUYHBIC Ie(heKTHl HAOIFOIAIOTCS M B MO3aWKaX pacTe-
Huii). B 3TOM OTHOIIEHNHU KJIETOYHBIC ILIACTHI MOJJO0HBI KPUCTAILIAM U ITPOYHM
pEryIsipHBIM CTPYKTypam. [IpuuuiHbl BO3HUKHOBEHUS AC()EKTOB B peaibHBIX
TKaHEBBIX MO3aMKaX MOTYT OBITH Pa3HBIMU. Tak, ToueHUHBIC IE(hEKTHI BHI3BIBAIOT-
s TIporieccaMy Ipoudepartui U THOCIH KIIETOK, a Tak)Ke UX BHEAPCHUEM HITH
BEIYHTaHHEM. [IpoTshkeHHBIE Ne)eKThl BOSHUKAIOT HA I'PaHMIIAX MO3aWK, pa3-
JUYAROIIUXCS TI0 COCTaBY M CTPYKTYPE, NN 00pa3yrTCs B PE3yJIbTaTe CJBUTOB.
OObeMHBbIe 1e(DEeKThI MOSBIISIOTCS BCIICACTBUAE HAPYIICHUSI OJTHOPOIHOCTH CTPO-
CHUS TpeXMEpHOro miacta. OTMETUM, YTO MOM00HBIC Ne(EKThI CYIIECTBYIOT U
Ha YJIBTPACTPYKTYpPHOM ypOBHE. B KauecTBe NnpumMepa MOKHO yKa3aTb Ha JIO-
KaJIbHBIE HApYIICHUS YIIAKOBKH KallCOMEPOB B BUpYycax H (harax, Ha TOYEUHBIC U
MIPOTSKEHHBIE IEPEKThI CTPOCHUSI aKTUH-MHO3WHOBBIX MO3aWK B MBIIIIIAX Pa3-
JTUYHBIX )KUBOTHBIX, Ha IE()EKThI YKJIaI0K CBETOYYBCTBUTEIIBHBIX BOPCUHOKY B
pabaomepax (I'pubakun, 1981), a TakKe BO MHOTHX JIPYTHUX CITy4YasiX.

B yem e MOXKET COCTOSATh OUOJIOrHYECKHE CMBICT JIeheKTOB? SIBISIOTCS 1
OHU JIOKAJIbHBIMU CTPYKTYPHBIMU HECOBEPILIEHCTBAMHU, KOTOPHIMU MOYKHO Tpe-
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HeOpedb, UM OHU CIIY>KaT UCTOYHHUKOM JIONIOJTHUTEIbHBIX TKAHEBBIX CBOWCTB U
[IOTOMY 3aCIIyKHBAIOT CIIELHAJIBHOIO BHUMAaHUA U uccienoBanus? OTBevyas Ha
3TOT BOIIPOC, CIEAYET NPUHATH BO BHUMAHHUE UX BAKHEHIIYIO YEPTY, & UMEHHO
TO, YTO 10 CBOEMY MUKPOOKPYKEHHIO U IIJIaHApHOU (IUPKYJIApHOH) nuddepen-
LUPOBKE KIJIETKHU B 001aCTH e(DEKTOB BCET/Ia OTIIMYAIOTCS OT OCTAJIBHBIX KIETOK
MO3auKu (pemeTky). IpyrumMu cioBamu, pedb UAET O JOKAJIbHOM HM3MEHEHHH
CHeLUaJIN3alUU U UHTErpaluy KJIeToK. Ha 3TOM OCHOBaHMH MOKHO II0JIararth,
YTO KJIETKH Je(PEeKTOB OyAyT OTINYATHCS OT KJICTOYHOIO OOJIBIIMHCTBA U (YHK-
LMOHAJIBHBIMUA CBOMCTBaMHU. JTO OTIMYHUE MO3BOJISET CTABUTH BOIIPOC O BhIJE-
JICHUU CTPYKTYPO- U 1e(peKTO3aBUCUMBIX cBOMCTB TKaHel (CaBocThsaHOB, 2005).

CTpyKTypO3aBHCHUMBIE CBOMCTBAa 0O0ECIEUMBAIOTCS TPABUIBHON CTPYK-
TYpO KJIETOUHOM MO3amKH (pemeTKky). DTo — TJIaBHbIE CBOMCTBA, 3aKII04alo-
LIMECs B OTIPABICHUHM OCHOBHBIX TKaHEBBIX (DYHKLUH (M30JALHUS, CEKpPEeLUs,
pertienuus u T. 1.). JedeKTo3aBUCUMEBIE — 3TO 0COOBIE HOBBIC CBONCTBA, BO3HH-
Kalolue y KJIETOK B 00JacTH Ae(EKTOB U MPHUAAIOIINE TKaHSIM JONOJIHUTEIb-
Hble XapakTepucTuku. CkaxeM, KJIETKH B 30HE Ae(deKTa 3a cueT M3MEHEHHOM
TG PepeHIIMPOBKU MOTYT MPUOOpETaTh HE CBOHCTBEHHBIE OCTAJIbHBIM KIIET-
KaM CIOCOOHOCTH (JIOCTaTOYHO BCIIOMHHUTH O KJIETKaX PAHEBOM MOBEPXHOCTH).
B caydae TouedHBIX AEPEKTOB 3TO MOKET OBITH CITOCOOHOCTH K DKTOIMHNYECKOM
TrOPMOHAJIBHOIM aKTHBHOCTH, K BBIPA0OOTKE e TEPOOPraHHbIX AaHTUT'€HOB, K (aro-
uuto3y (Bacunbes u ap., 1975), unu K NOBBIILICHHOW YyBCTBUTEIBHOCTH K BO3-
JEWCTBUIO BUPYCOB, KAHLIEPOTE€HOB H T. A. JIpyrumMu ciioBaMHu, KJIETKH Ae()EeKTOB
MOT'YT CTAHOBHTHCSI aKTUBHBIMU ()YHKIIMOHAIbHBIMU IIEHTPAMH, TPUAAIOITIMH
TKaHU JOTOJTHUTENbHBIE BO3SMOKHOCTH. OTMETHM, YTO aHAJOTMYHBIM 00pa3omM
B (hU3MKE TBEPAOro TeNa YK€ JaBHO Pa3jIMyaloT CTPYKTYpO- U Ae(eKTO3aBUCHU-
Mmele cBoricTBa (Kemmm, I'poBc, 1974), n mpakTuyecku Bcs TBEpAOTEIbHAS DIICK-
TPOHUKA OCHOBaHA Ha Je()eKTax KPUCTAIIIOB.

B oOmewm Buze, Hannuue Ae(EKTOB U MOPOXKIAEMOTO MMM 3allyMJICHHS
PeryJsipHBIX CTPYKTYP MOXHO paccMaTpHUBaTh KaK COCYIIECTBOBAHHME M KOH-
KypeHILHUIO mopanka u xaoca. Jlons xaoca, maromas HEKOTOPYIO CTENEHb CBO-
00zbl JIETEPMUHUPOBAHHBIM DErYJSIPHBIM KJIETOYHBIM pEIIeTKaM, CO3JacT
MPEINOCHIIKH IJIsl UX aJalTalluy K JOKaJbHBIM U3MEHEHHsIM ycioBuil (Mcaesa
u ap., 2004). IIpuMeHUTENBHO K KJIETOYHBIM IJIaCTaM MOKHO NPEATION0XKHTD,
YTO MaTTepHBI, GOPMHUPYEMbIe KOMOMHALIMSIME PETYJISIPHBIX yYaCTKOB KJIETOU-
HBIX MO3aWK U UX JIePEKTOB, MOTYT OTPa)KaTh HCTOPHUIO Pa3BUTHS IJIACTA U €TO
TOHKYIO (DyHKIIMOHAJIBHYIO HACTPOMKY. B cuiy 3TOro Takme maTTepHBI, Kak U
JAKTHUIOCKOIIMYECKHE PUCYHKH, MOT'YT UMETh YHMKaJIbHbIN Xxapaktep. Hanpu-
Mep, o0pamasch K CIyXOBOMY SMHUTEIHIO MTHUL, MOXHO MPEANOIOKHUTb, YTO
MPaBUJIBHBIA XapaKTep YMAKOBKH KJIETOK CIY>KUT OCHOBOW IJIsSi BOCHPUSTHS
YUCTBIX TOHOB. Jle(eKThI ke U maTTepH, GOpMUPYEMBIi MU, MOTYT CITy KHTb
CPEICTBOM HACTPOMKH OopraHa ciyxa Ha KOMOWHAITMIO Pa3IUYHBIX 00CPTOHOB,
COCTAaBIISIIOITNX YHUKAJIBHBIA 3BYKOBOI 00pa3 pomuTeNIel M POJHOTO MeCTa (Tak
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Ha3pIBaeMasl CIIyxoBas AUCKpuMuHaus (XatotwuH, Jmutpuena, 1981)), u 3ame-
YaTieHus 3Toro oopasa. To jke MOXKHO CKa3aTh M 0 HACTpoiike ceTyaTku. OHa-
KO 3Ta TUINOTE3a HYKJAETCS B IIPOBEPKE.

B nenom ke creayer mpu3HaTh, 4YTO B HACTOsIIEe BpeMs O CBOICTBax Je-
(eKTOB M WX BIMSHUM HAa (PYHKIMOHUPOBAHUE TKaHEH (M YIBTPACTPYKTYD)
MPAKTHYECKH HUYETO HEe M3BECTHO. B CBS3M ¢ 3TUM MOKHO HAaMETHUTh HEKOTO-
pBIE BOIIPOCHI, 3aCITYKUBAIOIINAE U3y YCHHUSL.

1) o ananorum ¢ xpucramnorpadueii (Illackonbckas, 1984) moxHO Toa-
raTb, YTO COBOKYIHOCTh TOUCUHBIX Ae(DEKTOB U BAKAHCHH B KJIETOUYHBIX MO3au-
Kax (pemeTKax) MOXKET MPENCTaBIsITh CO00W HOBBIE (YHKIIMOHAIBHBIE 00bEK-
TBI C TOJIBKO UM IPUCYIIMMH CBOMCTBaMU. B yacTHOCTH, Maphl OTHOBPEMEHHO
BO3HHKAIOMINX M OOBIYHO JIEXKAIMHUX PSAAOM MEHTAroHaJbHBIX W TenTaroHajb-
HBIX KJIETOK, KaK Ha puc. le, o neeKTOB THITA BAKAHCHN M BHEAPEHUH, Kak Ha
puc. 16, MOT'YT COCTaBISATh BapHAHTHI TAKHX O0BEKTOB.

2) Ipyroe BeposiTHOE CBOWCTBO JE(PEKTOB — UX CIIOCOOHOCTH K IepeMerie-
HHUIO B miacte. B pe3ynbraTe MOKeT MPOUCXOJUTH HE TOJIBKO BO3HUKHOBEHHE
HOBBIX JIe()EKTOB, HO U 3aJICYMBAHKE CTAPBIX MTyTEM MUTpaAUH Je]eKTa K Kparo
nJacTa v BBIXOJIAa 3a €To Mpefensl. B npyrom ciydae pasHOHanpaBieHHBIE AHC-
JIOKAIMH TIPY UX TPOIOIKEHHH JI0 CIUSHUS TaK)Ke CTIOCOOHBI HEHTPaIn30BaTh
JIPYT IpyTa U IPUBOANTH K UCUE3HOBEHMUIO JieekTa. B yacTHOCTH, Takoe ncyes-
HOBEHWE IPON30MJIET, €CIIh 00OPBaHHBIC PSAJIKHU Ha PUC. 30 TIPOIOIIKUTH JI0 UX
COIIPUKOCHOBEHHMSI 3a CUET M30MPaTeIbHOM KJICTOYHOHN Mponudepannm.

3) O koHIIeHTpaluu Ae(PEeKTOB U TpaHCHOPMAIIMY MO3AUK.

[lonsiTHE O KOHIEHTpAMH Ae(PEKTOB CTABUT BOIPOC O MpEesax ee u3me-
HeHnil. Tak, B HEOOJIBITOW KOHIICHTPAITUN e(DEKTHI PACIIPEISIAIOTCS B TIACTE
CITy4aifHO W JINIIIb MOJU(PHUITUPYIOT €ro CBOMCTBA. B 3HAYMTENBHOM e KOHIIEH-
TpalMu OHU MOTYT NPUBOAUTH K (DOPMUPOBAHHUIO HOBBIX PErYJSPHBIX MOApeE-
LIETOK, T. €. K TOTaJIbHOH TpaHC(OpPMAaLNK KIETOUYHBIX MO3aHK (PELIETOK) U BO3-
HUKHOBEHUIO TKAaHEH C HOBOW CTPYKTYpPOH U CBOMCTBaMHU. J[pyruMu ciaoBamuy,
MOYKET OCYIIECTBUTHCA (ha30BbIM mepexon. BeanmuwmHa nuanazoHa M3MEHEHUS
KOHIICHTpAInH Je(EeKTOB U €€ HIKHIHN U BEPXHUN TIPEJIENbI SIBISIOTCS eIle O/1-
HOH Ba)KHOM XapaKTEepUCTUKON TKAHEBBIX PELICTOK.

CemelicTBO onMcaHHBIX paHee Oe3nedekTHRIX Moaeneld Takux pemerok (Ca-
BOCTBsIHOB, 2005, 2012) 103BOJISIET YCTAHOBUTH MOTPEOHYIO ISl UX TpaHCPOp-
MaIiH JI0JTI0 BHEIPEHHBIX KJIeTOK. Hampumep, 115 mpeBpalienrss MOHOXPOMHOM
TEeKCaroHaJIbHON MO3aMKH U3 KJIETOK B B XxpomMarnueckue Mo3anku cocraBa AB,,
AB, nnn AB, HE0OXONMMO B BEPIIMHBI HCXOHOM MO3aUKH BHEAPUTH ~ 33, 25 1
14 % wireTok A cooTBeTcTBeHHO. [107100HBIM K& 00pa30M 3TOT BOIIPOC pelIaeTcs
U IS IPYTUX Mo3auK U JieekToB. [Ipu aToM 00e Mo3anku (MCXOHAs U BHOBb
BO3HHKIIAS) MOTYT OBITh Kak 0e31e()eKTHBIMHU, TaK ¥ COACPKATh Ae(DEKTHI.

B nocnennem ciydae MOXHO TOBOPUTH O 3allyMJIEHUH HMCXOIHBIX MOHO-
XPOMHBIX MO3auK Je(eKTaMu, CKakeM, TOrJa, KOrja MX KOHIEHTpalus He-
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BEJIMKAa M HE INPEBBILIIAET IIOJIOBUHBI Ha3BaHHBIX Lu(pp. B 3TOM nuamasone
KOHLIEHTpaLUs Je(QEKTOB MOXKET IUIABHO MEHSTHCS, HE MPUBOASL K TOTAJIbHOM
TpaHchopManuy UCXOAHONH MO3aukH. [IpyuMepoM MOXKET CIIyXHUTb pa3jinyHas
KoHueHTpauus nonouutos (Dubaissi, Papalopulu, 2011) unu pecHUYHBIX Kile-
ToK (CaBocThsiHOB, ['pednep, 1993) B akTomepme 3apoapiiia asrymkn. Ho kor-
Jla KOHIEHTpanus 1eGeKToB HaunHAeT 3aMETHO BO3pacTaTh U JOCTHTaeT He-
KOTOPOT'0 KPUTHUYECKOI'O YPOBHS (BBILIE MOJOBHUHBI MOTPEOHOr0 ISl IOJHOTO
HACBIIICHUS BAKAHCHUI), CTAHOBUTCS] BO3MOKHBIM I'OBOPUTH O IIEPEXO/IE 3aLlyM-
JICHUsI B TpaHC(HOPMALIHIO, T. €. 0 (pa30BOM nepexoze (3HaAMEHUTBIH Mepexo. Ko-
Ju4yecTBa B KauecTBO). [Ipu 3TOM BHayase MOXKeT MPOUCXOIUTH BOSHUKHOBEHHE
HecoBepilieHHoH (¢ aedexkramu) HOBOM Mo3amku. [lociie 3aBepiieHus Mpoecca
W 3aIl0JTHCHUS BCEX BaKaHCHUU HOBas MO3aMKa MOXET CTaTh U 0e31e(eKTHOM.
OTOT e MPOLECC MOXKET MPOTEKaTh U C APYTMMH BUAAMU A€(EKTOB, CBSI3aH-
HBIX C Pa3pbIBOM MEKKJICTOUHBIX CBSI3€H M BOSHUKHOBEHHUEM MHMKPOIOJIOCTEH.
Vx HakomjieHre BHaYaje TaKKe MOXKET JIMIIb 3allyMJIATh CTPYKTYPY TKaHH, HO
B UTOr'€ MOXET 3aKOHUYHMTHCS MOJHBIM HCUE3HOBEHHEM PEryJspHOM peleTKH,
T. . “ruiaBnenneM’’ TkaHu. [lopsaok nepeiiaer B xaoc. Kimmauuecku 1o Oyzaer
MPOSIBIISITHCSA B BHUJE BOCIAJICHHUS WIIM Pa3BUTHS PET€HEPallMOHHBIX OJlacTeM.
B nmpuHnune Takoe «IuiaBjieHHE) 00pPaTUMO M MOXKET 3aBEpIIMTHCS OOpaTHOM
«KPUCTAJIN3aLKEI» B pereHepanuy, T. €. Xaoc NepenaeT B IOpsIOK.

OTmeTHM, YTO MOJOOHBIE SIBJICHUS XapaKTepHBI U1l TBEpABIX Tes. Hanpu-
MED, B YUCTBIX KPUCTAJIAX MOXKET YBEIMUUBATHCS AOJISI IpUMecei ¢ (opMHUpo-
BaHHEM BHauaJje Je(EeKTOB, a 3aTeM — HOBOU peryJisipHoit pemetku. C npyroi
CTOPOHBI, IO ME€pe HArPEBAHUS U TEIIJIOBOM PacKauyKu KPUCTAJIIMUECKOH perieT-
KM B HEH PBYTCsI CBA3U U BO3HUKAIOT JE(PEKThI, KOHIIEHTPALMsI KOTOPbIX Hapac-
TaeT BIUIOTH A0 IiaByieHus. 1lo aHanmornm ¢ 3TUMU SBICHUSIMH 3aLIyMJICHHbIE
nepeKTaMu TKaHU MOYKHO Ha3bIBaTh “TOpsAYrMU~. TaKOBbI SMOpHUOHAIIEHEIE H
perenepupytouue Tkanu. C Apyroil CTOPOHBI, T€ 3aKOHUYMBILNE Pa3BUTHE U Clla-
00OOHOBIISIOMINECS TKAHU, B KOTOPBIX PETYISPHOCTH PEHICTKH OTYESTIMBO BbI-
pakeHa, a KOHLEHTpaIus 1e()eKTOB MUHUMalIbHa, MO’KHO HAa3bIBATh “XOJIOTHBI-
My, TakOBBI HEHPO- M CEHCOPHBIC DIUTEINN. M est mKanbl 11l i3MEpEHUs 10~
IOOHOH “TemmepaTypbl” OblIa peiokeHa Hamu paHee (CaBocThstHOB, 2005).

B cBA3M co ckazaHHBIM BO3HUKAET BOMPOC: NMPU KAKOM KOHUEHTPALMH Je-
(eKTOB MOXHO TOBOPUTBH HE O 3alIyMJICHUH MCXOIHOH, a y’KEe O BOZHUKHOBE-
HUUW HOBOH (IIyCTh HECOBEpIIEHHOH) Mo3anku? B oOiieM Buae momoOHBINH BO-
poc obcyxkaaeTcs B KoHIenuu nepkoysiun (Ddpoc, 1982). [IpumeHnTENEHO
K pa3BHUTHIO OH 3aTparuBajics B padore [llabankuna u llladankuna (2007). DTa
KOHLICMIIUSI MOXKET OKa3aThCs MOJIE3HOM U AJIs OMMCAHUs TpaHCPOpMaLni Kiie-
TOYHBIX PEMIETOK Pa3IMYHBIX TKAHEH.

Urak, momydeHHbIe pe3yibTaTbl UMEIOT HICHHYIO OOLIHOCTH C (PU3UKON
TBepzoro Tena. Hapsay ¢ u3ydeHneM perysisipHbIX KJIEeTOYHBIX PEeIIeTOK, MO3a-
UK U UX 1e()EeKTOB CTAaBUTCSI HOBBIM BOIPOC: IIPU KAKOW KOHLEHTPALUHU I10CIIE]-
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HHAX MOYXHO TOBOPUTH O BOSHUKHOBEHWHN HOBOW Mo3auku? Minn ee miaBneHUU?
T. e. korma u3 neekTOB BOZHUKHET HOBasl «(azan? ITOT BOIPOC MOKET UMETh
Ba)XXHOE MPAKTHYECKOE 3HAYEHHWE MPH W3YUYCHUH PAa3BUTHS W MATOIOTHUU TKa-
Hel. J[anbHele TeOpeTUUECKUe U IKCIIEPUMEHTANIbHBIC UCCICIOBAHUS KJIIe-
TOYHBIX PCHICTOK U UX ILG(I)GKTOB MOT'YyT IPHUBECTU K CO3JaHNUIO TCOPETUYCCKUX
OCHOB CHHTETHUYECCKOW OMOJIOTHH B TOW €€ YaCTH, KOTOpas KacaeTcs MpeacKasa-
TEJILHOM TPEXMEPHOM T'MCTOJIOTUH U TKAHEBOU MHKEHEPHUU.

6. BbIBO/IbI

1) PeanbHble TKaHU, ABISSACH PETYISPHBIMU KJIETOYHBIMH PEIIETKAMMU, CO-
JIepKaT pa3InuHbIC Je(PEKTHI.

2) Knetku u3 30HBI neeKkToB 001a1at0T 0coObIMU cBoOMcTBamMu. Ha atom
OCHOBaHUHW BO3MO)KHO BBIJIEIICHHE CTPYKTYPO- U Ae(PEKTO3aBUCHMBIX CBOHCTB
TKaHU.

3) Pucynok, ¢popmupyemsblil psaakamMu miacta (IaTTepH), MOKET OKa3aThCs
HOBBIM MH()OPMATHBHBIM PU3HAKOM. BO3MOXKHO, OH OTpa)kaeT TOHKYIO (yHK-
LIHOHAJIBHYIO HACTPOUKY TKaHH.

4) B CeHCOpHBIX TKAHSAX BO3HUKAIONINNA B pe3ysbTaTe Ne(PeKTOB MaTTepH
MOJKET CIIY)KUTH CITIOCOOOM 3aredarieHusi yHUKaJIbHBIX 0COOEHHOCTEeH (B YacT-
HOCTH, 3BYKOBBIX) CpPEJIbl OOMTAHHSI.

5) IonsiTHe 0 KOHUEHTpAIMK 1eEeKTOB CTABUT BOIPOC O AMAINIA30HE €€ 13-
MEHEHHUU U ero npeaciax, 3a KOTOPbIMHU KOHYACTCA 3alllyMJICHUEC U HAYNHACTCA
TpaHchopMaIusl.
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THEORETICAL AND EVOLUTIONARY BIOLOGY
OF STRUCTURAL DEFECTS IN REGULAR CELL MOSAICS
THEIR POSSIBLE FUNCTIONAL SIGNIFICANCE
G.A. Savostjanov
Epithelium as a regular cellular network (lattices) having histionic structure and
characterized by translational symmetry and stoichiometry composition is considered.
Different kinds of defects are characteristic for these lattices. Topological and geometric
models of these defects are offered and their realism is proved by comparing the model
with the actual tissues. It is suggested that defects in cell lattices can impart additional
properties of the tissues.
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Mopghozenes 6 uHOUBUOYATLHOM U UCTIOPULECKOM PA3BUINUL. CUMMEMPUSL U ACUMMeEMPUsL
Cepus «leo-6uonozuueckue cucmemsl 8 npownomy». M.: IIMH PAH, 2013. C. §9—104
http://'www.paleo.ru/institute/publications/geo/

CUMMETPUS B CKEJETAX PAITUOJISAPUIA:
INPABUJIA U UCKJUIFOYEHU A

M.C. ApanacbeBa, 3.0. AMoH
Ianeonmonoeuueckuui uncmumym um. A.A. bopucaxa PAH
afanasieva@paleo.ru, amon@paleo.ru

HcTopus pa3BuUTHA pagHONSIPUN C paHHETO KeMOPHS 0 HAIMUX THEH —
3TO MCTOPHS BBIPAOOTKH PA3IMUYHBIX U CAMBIX PAa3HOOOPA3HBIX IO I'€0-
METPUHU CKEJETOB, CTPEMSIINXCS K KIACCHYECKOW CHUMMETpHH: chepbl
u ceponbl, KOHYCHI, HUIMHIPHI U MHOTHE JpyTHe NpUdyyIuBbie (hop-
MBI, HO C HEIPEMEHHBIMH 3JIEMEHTaMM CMEIIaHHOH cuMmMmeTpun. Ckene-
THI CO CMEIIAHHONH CHMMETPHEN MOSIBIJINCh B CAMOM HadaJie BOJIOLHA
paanoIsApHui 1 JOMUHHPOBAJH Ha Beex ee atanax. Ho mogoOHble Gurypst
C TOYKH 3PEHUS KIACCHYECKOW CHMMETPHH SBJAIOTCS aCUMMETPHUYHBI-
MH, JTUIICHHBIMH KaKOW-TnO0 ymopsaodeHHocTH. OqHako oHH He Oec-
(opMeHHBI, a, CKOpee, TApMOHUYHBI B CBOeM cTpoeHnu. Knaccuueckas
CUMMETPHsI HUKOT/IA HE pealn3yeTcss B OMOJOrMUYECKUX M KPHCTAJUIH-
YEeCKMX 00BEKTaX ¢ MaTEMATHIECKOW TOUHOCTHIO. JKHBBIE OpraHU3MbI U
MUHEPAJIBI IBISIOTCS KOMIIO3UIIMOHHO-CIIOKHBIMU 1 CTPYKTYPHO-COBEP-
LIEHHBIMU HEPAPXMUECKH OPTaHN30BAaHHBIMU CHCTEMaMH BEIIECTBEHHO-
MaTepuaibHOro Mupa. IloaToMy ymnomoOieHne CKeneToB paguoNsIpuit
KPUCTAJIITMYECKOMY TEITy C H/I€aIbHOW CHMMETpPHEH HETIPaBOMEPHO.

Kanroueswvie crosa: Radiolaria, kiaccuueckass CAMMETPHSI, CMEIIAHHAS CUM-
METpPHUSsl, TUIIBI CAMMETPHH, MOp(hoJiorusi, (haHepo30H.

Wnen cBsi3M CHMMETPHUH C LUTOJIOTHEH, (HU3HOIIOTHEH, OHOTIOTHEeH, SKOJI0-
ruell ¥ TAKCOHOMHEH JKUBBIX OJHOKJIETOYHBIX U MHOTOKJIETOYHBIX OPTaHU3MOB
Bocxoaat k mpomopdosiorun D. I'ekkens (Haeckel, 1884) u Bechma jieTalibHO
opuTn popadortansl B.H. beknemurmessim (1964), mo MHEHHIO KOTOPOTO 3BO-
JOIUOHHOE pa3BuTHe JKMBOrO Beersia U MpH BCEX YCIOBUSAX COBEPIIACTCS Ha-
MPaBJICHHBIM TTPOTPECCUBHBIM MOPSAKOM:

* OT MPOCTOTO K CIOKHOMY M CBEPXCIOKHOMY;

* OT HEPACWICHEHHOT0, HeMU(PPEPEHIIUPOBAHHOTO K PACUICHEHHOMY, TU}-

(bepeHIIUPOBaHHOMY;
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* OT OJIMT'OMEPHOIO IIJIaHA CTPOCHHUSI TeJIA K IIOJINMEPHOMY U METAMEPHOMY;

* OT TOINMYECKU HEONPEAEIEHHBIX CTPYKTYP K TONHYECKH OIIPEeIICHHBIM;

* OT OTCYTCTBHUS CUMMETPUH K CHMMETPUH;

* B OTICJIBHBIX CIIy4asx, B pe3yibrare cynepauddepenunanum, K BEIpoxie-

HUIO CHMMETPHUH, K aCHMMETPHUH HEOIIPE/IETICHHOCTH.

Bbexnemumes (1964) monara, 4To THI CAMMETPUHN KaKOKW-THOO T'PyTIIBI IPO-
THUCT SIBJISIETCS TIOKA3aTEJIEM €€ HBOJIIOLIMOHHOIO COBEPIIEHCTBA M Pa3BUTOCTH U,
CJICIOBATEIIBHO, OPEIEISICT CTYIIEHb IPYIIIBI B CHCTEMAaTHKE, €€ MECTO B CHCTEME
€CTEeCTBEHHOH KJIacCU(UKAaLUU OpraHu3MoB. [Ipu 3ToM oTCyTCTBHE CUMMETPHUH
YKa3bIBaeT, HA apXanyHOCTb, IPUMHUTUBHOCTh, HEPA3BUTOCTh TPYIIIBL; MOSBIIC-
HUE CIIOKHBIX U YCIIOKHSIOIUXCSI TUTIOB CHMMETPHH, CBUJCTEIBCTBYET O Ooliee
BBICOKOH CTYIIEHH 3BOJIFOIIMOHHOTO PA3BUTHS U 0oJjiee BHICOKOM MECTE B CHCTE-
Me KJTaccupuKanuy oprann3MoB. Cirydan ske SIPpKO BEIpaKEHHOW OmtarepaiabHOi
CUMMETPUHU CBOHCTBEHHBI THIIEPCIICIMATN3UPOBAHHBIM (popmaM, 001agaronum
CJIOKHEHIIMMHU IIJIaHaMH CTPOCHUS U MOTHOHN AuhepeHIHPOBKON YacTeH.

B mupe JXKuBoro Hemano CUMMETPUYHBIX (OPM, HIIH, BO BCSIKOM Ciydae,
TaKHX, BHEITHUH OOJMK KOTOPBIX MO3BOJISET TOBOPHTH O CHMMETPUYHOM (MJTH
MPUOITMIKEHHO CHMMETPUYHOM) CTPOCHHUH M YCTPOWCTBE Tena opranu3mos. Jlo-
BOJIBHO MHOT'O MX CPEAM IPOTUCT, B TOM YHUCIEC U PATUOIIPUNA, OZHAKO Y IIO-
CJICIHUX YaCTO BO3HUKAIOT (POPMBI CKEJIETOB, KOTOPBIC HEb3s HAa3BaTh CTPOrO
CUMMETPUYHBIMHU.

Panuonspum — 3TO ONHOKJIETOYHBIE MOpPCKHE (OKEaHCKME) MIJIAHKTOHHBIE
MPOTHCTBHI, CTIOCOOHBIE K DKCTPAKIIUU PACTBOPEHHOTO KPEeMHE3eMa U3 MOPCKOU
BOJIbI U K IIOCTPOMKE U3 HETO OIaJIOBOrO BHYTPEHHEro ckeiera. OHu o0nagaroT
OJHUMH M3 CAMBIX COBEPIIECHHBIX (C TEOMETPUUYECKON TOUKH 3pPEHUs) U KpailHe
paszHooOpa3HbIX (HOpM CKeseTa, SBISAACH CAMBIM HACTOSIIUM YyJJOM IIPUPOIBL.
MHorue uccieaoBaTeNny Moiarajiyd 1 MojaraloT, YTO MPOSBIEHUS Pa3IMYHbBIX
BUJIOB CUMMETPHH B CKEJEeTaX 3THX yJIWBUTEIbHBIX CO3/IaHUN SABISIOTCS HOP-
MO JIJ151 TPYTIIBI U CBOMCTBEHHBI PAHONISIPUSIM HA MPOTSHKEHUH BCEH UCTOPHH
UX 3BOJIIOLMOHHOIO Pa3BUTHUSL.

Paguonspun monrumna Polycystina mosiBunuce B 6uocdepe BechMa JAaBHO,
Ha 3ape «KeMOPHUICKOTo B3pbIBa CKEJIETHOH Ku3Hm». [Ipu 3TOM Ha mepexone ot
BeHa (dAMaKapusi) K KeMOPHIO CKeJIeThl paJuoJIsipuii IPEACTAIOT BIOJHE chop-
MHPOBAaHHBIMH, T.€. JOCTUTIIMMH 3PEJIOW CTaJW{ 3BOJIIOIIMOHHOTO PAa3BUTHUSA
(AdanacneBa, Amon, 2012a). B panaeM keMOpuu, B caMOM Hadajie 3BOJIOIHOH-
HOT'O pa3BUTHS JAaHHOW TPYIIIBI IPOTHCTOB, B TEOMETPUN CKEJIETOB PaIHOIAPHiL
npeobianaroniee 3Ha9YeHUE UM CHMMETPHYHBIE TeJla BpalleHus — mapsl (cge-
pBl), MHOTTIA JUIMIICOMABI. B KauecTBe JOMONHUTENBHBIX 3JIEMEHTOB CKEJIETOB
(BHELTHSISI OpHAMEHTALIMSI, UTJIbI, IEPEKJIAAMHBI PelIeTyaTol TKaHu) ObLITN TaK-
K€ MCIOJIb30BaHbl U APYTUE F'EOMETPUUECKUE Tella BpaIeHHs — KOHYCHI (UTJIbI,
LIUIIBI), TUPAMUJIBI, KAK PA3HOBUJIHOCTH KOHYCOB (I'paHEHBIE UTJIbI, IIUIIbI), 11~
JUHAPBI ¥ TPU3MBI (TIEPEKIIaAMHBI CKeJIETHON TKaHW U TPAaHEHBIE UTJIBI).
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KIIACCUYECKA S CUMMETPUA

W3ydeHnto cuMMETpUN paJiHoIIsSIpHil BCET/ia MPHIaBalioch OOJIBIIOE 3HAYE-
uue (Haeckel, 1884; Mopnyxaii-bonroBckoit, 1936; XabakoB u mp., 1959; XKa-
moiina, Kosmosa, 1971; XKawmotima, 1981; Ilerpymesckas, 1986; Afanasieva et
al., 2005; AcdanaceeBa, AmoH, 2006 u ap.). Eme Tpu necsatuneTus Tomy Hazan
AWM. JKamoliga nucan: «I0 CHX MOpP HEAOOLECHUBACTCS 3HAYCHHUE CPaBHHUTEIb-
HOTO W3y4YeHHUS CHMMETPHH CKEJIETOB PaJHONSPHIA C 1ETbI0 HCIOIb30BAHUS
npu pazpadoTke Kiaccu(uKaluu MOAKIACCa U IKOJIOTHU €ro MpeCTaBUTENCH.
3nech erle MHUPOKOe TOJIe ASITEIbHOCTH IS TAJCOHTOJIOTOB M HEOHTOJIOT OB
(Kamoiina, 1981, c. 9). U 5Ti cnoBa 10 cUX MOp OCTAIOTCSA aKTyaJIbHON HCCIE0-
BaTEJIbCKOU MPOrpaMMOHu.

B ckenerax paauonspuil Mbl pa3ianvaeM CIEIYONINE TUIIBI CAMMETPHUH CO-
riacHo Mopdosorudeckomy psiay bexnemuiiesa (1964).

Cdepuueckas (romakconnas) (puc. la). CHMMETPUYHOCTh OTHOCHUTEIBHO
BpaIIeHW B TPEXMEPHOM IPOCTPAHCTBE Ha MPOU3BOIBHBIE YTIbL. MmeeTcs
LIEHTP CHMMETPHH, B KOTOPOM TIepeceKaeTcss OECKOHETHOEe YHUCIIO OCeil cCMMe-
TpuU OECKOHEUHO OO0JbIIOro npsaka. CkeneTsl HMEIT GpopMy Iiapa.

[paBuibHast nonuakconHas (puc. 16). CTporo onpeneieHHOe YHCI0 OCeH
CUMMETPHH OIpesielIeHHoro nopsaka. Ecnu yucio oceit cokpatieHo jgo 20 unu
4-6, TO YMEHBIIIACTCS ¥ YUCIIO PATMYCOB CHMMETPHHU. HYalre BCero Takue cKele-
TBI IMeeT (popMy ONHM3KYIO K mapy win GopMy IMPOU3BOIHYIO OT cephl. Bos-
MOJKHO, 3TO OIITHMAJIBHOE ITPUCTIOCOOICHNE K TUIAHKTOHHOMY 00pasy »KU3HHU.

CraBpakcoHHas (MOHAaKCOHHas, roMmomnojsipHas) (puc. lg-e; puc. 2a-0;
puc. 3a-6). Uncno oceil cokpaieHo 10 OJHOH ¢ PaBHOLIEHHBIMU MOJTIOCaMH, TO
eCTh IepecekaeMas B LEHTPE MIOCKOCThIO CHMMETPUH, B KOTOPOH JIekKaT He
MEHee JBYX JIOTIOTHUTEIBHBIX 0CEH CHMMETPHH. Takue CKeJIeThl OKa3bIBAIOTCS
CIUTIOCHYTBIM B HAIIPABIIEHUH 3TOM OCH WJIH, HA00OPOT, BBITIHYTHIM BJIOJb HEE.

PannanpHO-nmyyeBas (akcuaibHasi) (puc. lowc, 3; puc. 2oic-u; puc. 32). Cum-
METPUYHOCTh OTHOCUTEIFHO TIOBOPOTOB Ha TPOU3BOIBHBIN YTOJI BOKPYT KaKOH-
100 ocH (CUMMETPHS BpallleHUsI HEOPEACICHHOTO TIOPSIIKa).

MomnakconHas (retepononspHasi) (puc. lu, x). [lomrocel eIMHCTBEHHONW OCH
HE paBHO3HAYHBI, a LEHTP CUMMETPUN HcUe3aeT. YNCiIo pagnycoB CHMMETPHH
HEOIlpe/IeIeHHO, MOXKET PaBHAThCA 3 win 2. B mocneanem ciydae oOpa3yroTcs
JIBE TIOJIOBUHBI CKEJIETa, KOTOPhIE MOKHO TEOPETHYECKH COBMECTUTH, IOBEPHYB
BOKpYT ocu. McxonHo reteponosnsipabie popmel paauoisipuit (Pylomariata, me3o-
30iicko-KkaitHo30tickue Nassellaria u Phaeodaria) umeroT Gosee uim MeHee yuin-
HEHHBIC KOHMYECKHUE CKEIeThI. UNCIIO paanycoB CHUMMETpuu 2-4, peako 5-6, Hau-
OoJiee OOBIYHOE YHCIIO BHEITHUX IPUIATKOB — 3, TAK HA3bIBAEMBII TPEHOKHUK.

bunarepanpnas (puc. Lz; puc. 30). luddepennnporanne ckejaeTa B HalpaB-
JIEHUU OAHON Mopdosorndeckoil ocu (yCIOBHO BEepX-HU3) W B HAIpPaBICHUHU
nepeHe3aHell OCH, KOTopasi JISKHUT B TMJIOCKOCTH CHMMETPUH: TOJTYYaroTCs
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Puc. 1. CumMeTpusi ¥ BO3MOXKHBIC IpeoOpa3oBaHusi GOpPMBI ckelieTa B (HIIOreHe3e pa-
nuonspuii Polycystina (mo Ilerpymesckas, 1986 u AdanacreBa, Amon, 2006 ¢ U3MEHEHUSIMHU
u jobaBIeHUSIMH): a — chepruecKas: FTOMaKCOHHAs; O — MPaBUIIbHAS TTOJMAKCOHHAs: cyOcde-
puyecKas; g-¢ — TOMOIOJIsIpHAast (CTaBPaKCOHHAS): ¢ — IUCKOBU/IHAS, & — SJIUIICOMIANIbHAS, O —
BEPETCHOBHIHAS, € — N-JIy4eBas; 3 — PaAHabHO-Ty4eBas: )¢ — FAHTEICBUAHAS, 3 — JIyueBas;
U, K — MOHAaKCOHHas (reTepomnoisipHas): u — CyOKOHYCOBUIHAs, K — (hopMa TPEHOKHUKA; 1 — OU-
narepaibHas, pa3Ho00pa3HOi (GOpMBI.

3epKajibHble IOJOBUHKM CKelleTa. buiatepaibHasi CHMMETpUs SIBISETCS 3a-
BEPIIAIONICH CTYIICHBIO CIICIIUATM3AINH PATHONISIPUI, TIPUYEM HE TOJIBKO BHY-
TPH CKeJIeTa, HO B HAPY>KHOM DACIOJIOKCHUM KaMep U CErMEHTOB, HallpuMep,
Acanthodesmiidae, Cannobotryidae u Albaillellata. Hanpumep, nHamu (Adana-
ceeBa, AMoH, 2003, 2006) npenaranack ruoTeTHYECKast MOJICIIb IIPOUCXOXKIC-
HUs OulaTepanbHO-CHMMETPUUYHBIX MceBaopakoBuH Lapidopiscidae ot retepo-
nonsipHbIX ckenetoB Ceratoikiscidae, cOCTOSIIIMX U3 TPEX I, TIEPECEKAIOIIUX-
csi B popMe TpeyTrosibHUKaA (pHC. 3 2).
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Puc. 2. JIy4eBbie 1 JOMACTHBIE CKEJICTHI CTABPAKCOHHBIX pajauoisipuii oTpsiaa Radiiformata:
a — Polyfistulidae: Polyfistula; 6, 6 — Quadriremidae: 6 — Quinqueremis, 6 — Quadriremis;
2, 0 — Ormistonellidae: 2— Nazarovella, 0 — Ormistonella; e — Deflandrellidae: Deflandrella;
orc-n — Latentifistulidae: orc — Ishigaum, 3 — Latentifistula, u — Pseudotormentus, x — Latentibifis-
tula, 7 — Triactofenestrella.

AHanu3 TeoMeTpPHUYECKUX (OpM CKEIEeTOB PpagHOJISIPUH IO3BOJSET II0-
HOBOMY IOZIOMTH K BOIIPOCY O BO3MOXXHOM YCJIOKHEHUH THUIIOB CHMMETPHH TI0
YeThIpeM OCHOBHBIM HampasieHusM (AdanacseBa, AMoH, 2006, 20128):

(1) or moutn uneanbHOU cdepsl (puc. la, 6) 10 AUCKOBHIHBIX, dJIIHIICOU-
JaJTbHBIX, BEPETEHOBUAHBIX (pHC. 1, 6-0) M N-ITyUeBbIX CKEIETOB (puc. le);

(2) pammansHO-Ty9IHCTBIE (hOopMEI (pHc. 1o, 3);

(3) cyOKOHYCOBHTHBIE CKEIETHI C MHIIOMOM (puc. lu, K);

(4) popmupoBanue urnuctoro ckenera Aculearia (puc. 3a-e).

Bunarepanbhas cummerpus (puc. Lz; puc. 30), kak mogdepkuBan bexnemu-
meB (1964), MokeT BO3HUKATh HE3aBUCHUMO CaMBbIMH Pa3HBIMH IMMYTAMH OT KaK-
JIOH M3 MePEeYHCICHHBIX (OPM CKeeTa.

M.I IlerpymeBckas (1981, 1986) paccmaTpuBaia mocieq0BaTeI-HOCTD YC-
JIO)KHEHUSI CHMMETPUU CKEJIETOB B (DPMIIOreHe3e PaJHoNsIpuil COrslacHO MOp(o-
noruueckomy psiay bexnemumiesa (1964), kak noarsepxkiaeHue uaen [exkemns

] i

Puc. 3. Cxema ¢opmupoBanusi urnuctoro ckeiera Aculearia (AdanacseBa, AmoH, 2006:
a — Palacantholithidae, 6 — Palacospiculinae, ¢ — Xiphocladiellidae, ¢ — Ceratoikiscidae, 0 — Al-
baillellata. O603uaueHus: a, b, i — OCHOBHBIC UTIIBI CKEIIETA.

93



(Haeckel, 1884) o mpoucxoxaeHUN reTeponoiasapHbx Nassellaria oT romakcon-
HBIX cpepudeckux mpenakoB. OTHAKO ATO KaXKeTCsS HaM HE CTOJb BEPOSTHBIM.
[osiBeHre U pa3BUTHE PA3HOOOPA3HBIX CYOKOHYCOBHIAHBIX (POPM C ITHIOMOM
(puc. lu, ) ABNSETCS CAMOCTOSATEILHBIM HAIIPABJICHUEM CTAHOBIICHUS Ouiare-
paNbHBIX CKeneToB paguonspuil (Adanacrea, AmoH, 2000).

CornacHo TpeACTaBICHUSM, BOCXOMSIIUM K «KOHCTPYKTHBHOW MOpdoo-
runy» J[.JI. Mopayxati-bonroBckoro (1936), chepudeckas u chepougHast hopMbl
cKeneTa, o0ecreurnBasi BRICOKHE MPOYHOCTHBIE XapaKTePUCTUKH, OTHOBPEMEH-
HO SIBIITFOTCSI BECbMa YKOHOMUYHBIMHY B TLIAHE PACXOJOBaHUS OPTaHU3MOM Be-
IeCTBa, SHEPrUU U HH(POpPMALIMK TSI ee co37aHusl (IIPUHIIUIT KMHHUMAKCa —
JOCTHKEHUE MaKCUMAaJIbHOTO pe3ylibTaTa MpH MUHUMYME CPEACTB). DTH pop-
MBI CKeJIeTa SIBJISIOTCS UJICaJbHBIMU JIJIsi 00€CICUeHUs MJIaHKTOHHOTO o0pa3a
JKHU3HH, Tpucymiero MHOruM mportuctam (Ilerpymesckas, 1986; Adanacbera,
AwmoH, 2006; BotitexoBcknii, 2002).

[lokazaHo, 4TO B XKUBOI MPUPOJIE pPeasin3yeTcsi HE BCe MHOT0oOpas3ue Te-
OpPETUYECKU BO3MOXKHBIX IMOJIBIX TOJTUDPOB, MPEACIbHBIM BBIPAKEHUEM KOTO-
PBIX SBISIFOTCS cepa u cheponi, a TOIBKO JIMIIH BeChbMa OTPaHMUCHHAS YacTh.
DTO CBSI3aHO C MPOrpaMMOi «IKOHOMHOI'O PACXOIOBAHMS BEILICCTBA M SHEPI M
o O.JI. BoittexoBckomy (2002). OmHUM U3 BaXXKHBIX BEIBOIOB BoHWTEXOBCKOTO
(2002, 2004a,0, 2012) sBrsieTcs OMOMUHEpPAJIbHAS TOMOJIOTHS MEXY TIOJHI-
IpamMu (PyIIIEPEHOB yTIEpo/a, MONIH3APaMHA BUPYCOB, CKEIIETOB PAHONSIPUN U
KOJIOHUH BOJBBOKCOB. [laHHAs TOMOJIOTHS MPEAONpe/ieieHa He CTOJIbKO Belle-
CTBCHHBIM BOIIJIOIICHUEM, CKOJIBKO TOIIOJIOTHYECKON ONTUMAJILHOCTHIO (I)OpMI)I,
peanu3yroneii MUHUMYM SHEPreTHUYSCKUX M MaTepHaIbHBIX 3aTpaT. HeOe3nH-
TEPECHO OTMETHUTH, YTO MOTEHIIHMAIBHO CTAOMIIBHBIMU SIBISAIOTCS (hyJIepeHbl
nuanazona C60-C100, T. e. MakCMMajabHO CHUMMETPUYHBIE, ¢ MUHUMAaJIbHBIM
YUCIIOM KOHTaKTUPYIONIUX TpaHel. DTUM YCIOBHUSIM OTBEUAIOT MKOCAdApUUe-
CKasl ¥ JI0JICKadipudecKas rpyria MoJudIpOB, YaCTO BOIUIOIIAIOIASCS B CKEJIe-
Tax cpepudeckux paguonsipuit (Adanacrea, Amon, 2004).

[Tpu 3TOM Ba)KHO NOAUYEPKHYTh, UTO CHEPOHJIBI U IOIHIIPHI HEOIHOKPATHO
TTOSIBJISIITUCH B OOJBIIIOM KOJMYECTBE HA PAa3HBIX ATamax ABOJIOIMOHHOTO pas-
BHUTHS PAJHOIISIPUNA, W HE ObLIM OTPUHYTHI KaK «IIPOHACHHBIN MTPUMHUTHBHBIN
JTal, a Ha00OPOT BHIOMPAIIUCH KaK HarboJiee ONTHMAJIBHBIE TI0 PACXOAOBAHUIO
CTPOUTEIBHOIO MaTepralia M UJcaibHbIe ISl )KU3HH B TIJIAHKTOHE.

FCTCpOHOHHpHaH W APYI'UC TUIIBI TaK HA3bIBACMBIX «BBICIIHX» CI/IMMeTpI/Iﬁ
0oJjiee 3aTpaTHbIC U CKOPEE OTPAXKAIOT y3KHE MPHUCIIOCOOUTEIIbHBIC PEAKIIUH.
Cpenu paamoisipuii 3TO HATTISTHO TPOSBISETCS y TIPEICTABUTENeH Kiacca
Stauraxonaria.

BwMmecre ¢ Tem, «3aBUCUMOCTDh MEXAY (OPMON CHMMETPUU MPOCTEHIIINX, C
OJTHOH CTOPOHBI, CPeIOi OOMTAHUS U CIIOCOOOM JABHKEHHUSI, C APYTOH, — OTHIOND
HE SBJISETCS OJHO3HAYHOU 1 abcomoTHOM» (beknemunies, 1964, c. 33).
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CMEIIAHHA A CUMMETPHU A

[NosiBuBIIMECS B paHHEM KEMOPHH PaJHONISIPHH HE «YJOBOJIbCTBOBAIINCHY
TOJBKO HamboJiee PYKOHOMHOU chepudeckoit (ceponmnoit) Gpopmoii, a HagaIH
c03/1aBaTh (PUTYPHI CO CMEIIAHHON CHMMETpPHEH, BEAYIIEH K JONOTHUTEIHHBIM
pacxonam BemecTBa u d3Heprun. [10m00HbBIe TpaThl ONPaBIaHbI TEM, YTO Pa3HOO-
OpasHas BHEIIHSSI OPHAMEHTAIIHS HA CKEJICTE CYIIECTBEHHO 00JIeryacT napeHue
(bmoTupoBaHKe) OpraHU3Ma B TOJIIIE BOJbI B PA3IUYHBIX M0 (PU3HKO-XHUMUYE-
CKHM TTapaMeTpam (Temreparypa, MIOTHOCTh, BI3KOCTh, COJICHOCTb, COJlEpKa-
HUE Ta30B U ONPEAENCHHBIX PACTBOPEHHBIX MUHEPAIbHBIX BEIIECTB | 1p.) Ono-
tormax MupoBoro okeana (Ilerpymesckas, 1986; Adanaceea, AMos, 20006).

Best mocTpanHekeMOpuiickash UCTOPHST Pa3BUTHUS PATUOISPUN BIJIOTH 10
HaIIUX JHEW — 3TO UCTOPHUS BBIPAOOTKHU Pa3IMYHBIX U CaMbIX pa3HOOOpa3HBIX
10 TEOMETPUH CKEJIETOB, CTPEMSIIIUXCS K KJIACCHYECKOW CUMMETpUU: ceprl u
C(i)epOI/II[bI MPUCYTCTBYIOT BO MHOI'MX CUCTEMATUUYCCKUX I'PyIINax; KOHYCbI HIN-
POKO TIPEICTAaBICHBI Y HACCEIUISPHIL; IUIUHIPHI, HATPUMED, Y TPEACTaBUTENEH
ponoB Prunobrachium, Ommatogramma; u MHOTHE ApyTHue MPUIyTHBbIE (hop-
MBI, HO C HETIPEMEHHBIMH 3JIEMEHTAMH CMEIIaHHOW CUMMETPHH.

Ourypsl CMEIIAaHHOW CUMMETPHH HE MOTYT OBITh pa3jelicHbl Ha pPaBHBIC
qacTu, CJICAO0OBATCIbHO, SABJIAIOTCA aCUMMETPUYHBIMU C TOYKU 3PCHUA KJIAC-
crueckor cumMmeTpur. OrpoMHOE YHCI0 MOP(POTHUIIOB CKEJICTOB PaJUOISPHIA
obpaszoBaHO (UTypaMU CO CMEITAHHOW CUMMETpPHUEH, HO Takue (PUTYPhI HUKAK
Heb3d Ha3BaTh OEC(OPMEHHBIMH, JTUIICHHBIMH KaKOW-THOO yMOPSI0YeHHO-
CTH, HAIIPOTUB, OHU TAPMOHUYHBI, COPA3MEPHBI U KOHCTPYKTUBHEI.

KomOuHanusi pa3iudHbIX T€OMETPUUYSCKU-CUMMETPUYHBIX TEII B OIHOM
CKEJIETE PAaJHONISIPUI IPUBOJUT K BEIPOXKICHUIO CUMMETpUH. Tak, eciiu Ha npa-
BUJIBHOU c@epe MOSIBISIETCS XOTS OBl OJHa MUJIMHAPHUYCCKasa urijia, To COCTaBHAsd
¢urypa OyaeT UMETh OOIIMMHU OCh © W THIOCKOCTH CUMMETPHH, ITPOXOISIIIHEC
4yepes 3Ty OCh (C MCUE3HOBEHUEM BCEX DJIEMEHTOB CUMMETPHH IIMIIHHAPA, TIep-
MEHAUKYISPHBIX OCH 00; 2 y chepbl — ¢ BOSHUKHOBEHUEM BBIJICIICHHOTO JIHaME-
Tpa ¥ UCYC3HOBCHUEM TEPIICHIUKYIISPHBIX €My 3JIeMeHTOB). B o0rmiem ciryuae
cdepa ¢ «KyJI0KEHHBIM» Ha Hee IUIUHAPOM, T. €. QUTypa CO CMEIIaHHON CUMMeE-
TpHefI, COXpPAaHUT JIMIIb OAWH 3JIEMEHT CUMMETPHUHN — IIJIOCKOCTh, MPOXOAANLLY O
4yepes3 OCh MHIUHAPA U HEHTP Cephl.

Knaccuueckass ciMMETpHsl HUKOT/Ia HE peanu3yeTrcsd B OMOIIOTUYECKUX H
KPUCTAJTHYECKUX 00BEKTAaX C MaTEeMaTHYECKONH TOYHOCTHIO. JKUBbIE OpraHms3-
MBI U MHUHEPAJIBI SIBJISIOTCS HA00JIee KOMIIO3UIIMOHHO-CIIOXKHBIMHU U CTPYKTYP-
HO-COBCPUICHHBIMU UEPAPXHUYCCKU OPraHM30BaHHBIMH CUCTEMAaMU BEIICCTBCH-
HO-MaTepHaibHOro Mupa. KoHeuHast popMa U CTPYKTYPHUPOBAHHOCTH CKEJIeTa
SBIISIIOTCS PE3YIBTUPYIOIIUM HTOTOM JISHCTBHS U B3aNMOJIEHCTBUS JIBYX OCHOB-
HBIX (hakTOpOB: abnoreHHoro n ouorenHoro (I'omyoes, 1981; Adanacresa, 1990,
2000; Afanasieva, 1990, 2006; FOmkusn, 1996; AdanacseBa, AmoH, 2004, 2006).
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[porecc pocra ckenera B KJIETKE PagUuoIsIpuid, paBHO Kak U APYyTHX Opra-
HU3MOB, KOHTPOJIUPYETCS ITUTOOMOXUMUYCCKHUMHU PEAKIUSMU, YIIPABISICMBIMH
FEHETHYECKHM alapaToM, 4To He no3ponseT SiO, B MOIHOH Mepe KpHCTal-
JM30BaTHCS TaK, KaK 3TO MPHCYyIE eMy B He:KUBOM cpene (Adanacwena, 1990,
2000; Afanasieva, 1990, 2006; Adanacsea, AmoHn, 2004, 2006).

B kpucramiorpaduu 3To NpUBEIo K pa3IeIeHUIO MOHATUN «PeabHOro KpH-
CTaJNIay M «HUAeaJBbHOr0 KpucTtauiay. Kpucramiorpadgudyeckre uccieoBaHus
P.B. l'anmmynuna (19964, 6) moka3ainu, 9TO €CJU BHYTPEHHSI I T€OMETPH S 3aPOJIbI-
I1a KPUCTAJIa COBMAIACT C TEOMETPUEH MPOCTPAHCTBA, B KOTOPOM OH PacTerT,
TO CTPYKTYypa HEKOTOpOE BpeMs MpoAoIDKaeT pacTu. OJHAKO MPOCTPAHCTBO, B
YaCTHOCTH TPOCTPAHCTBO OPraHUYECKOW MATPHIIBI CKEJIETOB, HEOJHOPOIAHO,
JUTSL TOTO, YTOOBI MPUCOEANHUTH OYEPETHON aTOM, KPUCTAJLI JIOJDKCH CHavala
MOATOTOBUTH JIJIsS HETO MECTO. B CBSI3M € 3TUM B Tpoliecce pocTa KPUCTaIT Me-
HSIET KPUBU3HY MpocTpaHcTBa. J[Js pocTa KpHucTawia T0OCTATOYHO, YTOOBI €ro
CTpyKTypa Oblila KOMOMHATOPHO MpaBHIBHOH. M «ecnu Obl 3Ta KOMOWHATOP-
Hasl MPaBHJIBHOCTh MOTJIA COXPAHHUTHCS, TO HUYTO OBl HE MOMEIano codpaThb
BCcio Beenennyto B onnH kpuctamul. OqHako KOMOMHATOPHAS PAaBUIBLHOCTD He-
YCTOWUNBA, OHA BCErJla CKAThIBACTCS K METPUUYECCKON MPaBHIIBHOCTH, KOTOpast
YK€ HECOBMECTHMA C MEHSIOMIEHCS KpuBU3HOW mpocTpancTBa (Ky3pMeHKOB,
1977, T'annynusn, 1994).

B npoTHBONONOKHOCTE KpUCTAJIJIAM JKMBBIC OPraHU3MBbl HE CTOJIb JIETep-
MUHUPOBaHBL. JTa HENETEPMUHUPOBAHHOCThH MPOSBIISIETCS B BHJE MYTalUH,
KOTOpbIE CHUMAIOT HATIPSIKEHU s, BOSHUKAIOLINE MKy PacTylIeH CTPYKTY PO
u npoctpancTBoM» (I'annynusn, 19960, c. 103-104).

ACUMMETPU A

Knaccnueckass cuMMeTpHsl — 3TO, XOTS M BaXKHBIM, HO HE €JUHCTBEHHBII
Croco0 MPOSIBICHUS YIIOPSAJOYEHHOCTH, PETYISPHOCTH U COPa3MEPHOCTH CTPO-
€HUs OPraHM3MOB M WX Pa3BuUTHA. OZHUM U3 NMPOSBICHHUH YNOPAIOUYEHHOCTH
OMOCTPYKTYp OKa3bIBaETCS aCHMMETPHS, MPOSBIIAIONIASACS BO MHOTHX aCIeK-
tax. Ciry4aeM OTKIIOHEHUS OT UJIeaJIbHOW CHMMETPHH SBIISIETCS] CMEIIeHUE, CO-
€MHEHHUE B MPEAMETE PA3IUYHBIX, UHOTJIA TPOTUBOPEUUBBIX cuMMeTpuid. Ta-
KHe QUTypbI, eciii OpaTh UX YUCTO TEOMETPHUECKYIO CYIIHOCTD, B LIEJIOM Mpe-
CTaBJIAIOTCS ACHMMETPUYHBIMHU, HO COCTaBHbIE YaCTH CUMMETPUYHBI.

PacnipocTpaneHo siBJIeHHE, KOT/Ia TEOMETPUUECKH BO3MOKHBIMH SIBISIOTCS
JIEBbIC M IIpaBbl€ 3€PKaJIbHbIC JIBOWMHUKHU B 3€PKAIBHONM CUMMETPUH, HO B KU-
BOH TIpHpozie, HApSAAy C CYIIECTBOBAHHEM 00X 3€PKaTbHBIX MOAM(HUKAIUH,
CYIIECTBYET M 3allpeT Ha Pa3BUTHE KAKOW-TNOO M3 MOAUbUKAIUNA. Y paguos-
pHii, HapUMep, HampaBiIeHHE BETBJICHHS alloHU30B HA UTJIaX U 3aKPyUHBaHHE
UL MOXKET OBITH JIMOO TOIBKO MPaBBIM, JINOO TOIBKO JEBBIM. [IpyTruM MpruMepoM
ACHMMETPHUH Y PAAHOIISIPHIA U IPYTHX )KUBBIX OMOCTPYKTYP MOKHO Ha3BaTh pac-
MTOJIOXKEHHE DIIEMEHTOB MOP(OJIOTHH TI0 BYM CHCTEMaM CITHPAIFHBIX PSIIOB HA
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MOBEPXHOCTH 00Jiee UM MEHEE BBITSIHYTOI'O KOHYca. Y paJHOIISIpHiA — 3TO pac-
MOJIOXKEHNE KaMep y CIUpalibHO CBepHYTHIX Porodiscidae, y KOTOpBIX dwcia psi-
JIOB, OPUCHTUPOBAHHBIX TPOTUBOIOJIIOKHO, MPUHUMAIOT HE KAKHE YTOIHO 3HAue-
HUS, a TOJIBKO BIIOJIHE onipenesieHHbie: 1/2,2/3, 3/5, 8/13, 13/21..., npenenom 3Toro
psina SBJISICTCS UPPAITMOHAIBHOE YUCIIO a (3070T0e ceuenue) (Amon, 2003):

a=1/2+(\5-1)~061803...

AcummMmeTpus He 03HauaeT 0ec(hOpMEHHOCTH, Xaoca, U aCHMMETPHS Y paju-
OJISIPUH — ATO TAPMOHUSI, KOTOPYO MBI BCETO JTUIIIh HE MOYKEM OIMHUCATh SI3bIKOM
KJIaCCUYECKOU TEOPUH CUMMETPHH U3-3a €r0 HEJOCTAaTOUYHOCTH. OHAKO MBI BU-
AWM, IOHUMACM U YYBCTBYEM 3THU F'APMOHUIO. 4! 3€CH ITOJIC3HO HAIIOMHUTB, YTO
OKBUBAJICHTHOCTDb BBICHIUX IMOPAIKOB I‘apMOHI/Iﬁ 1 Xaoca IMPOoABJIACTCA B BbIC-
ImeM paBHOBeCHH. | apMOHWU JOIKHO OBITH B Mepy. CIHMIIKOM MHOTO TapMo-
HHUH — 3TO cMepTh. CIIMIIKOM MHOTO Xaoca — 3To pacran (MelbHHKOB, AMOH,
2001).

JUCCUMMETPUA

Henumue HanmomuuTtsh, 9To beknemures (1964), mocTpouB CTpOHYIO BOC-
XOIALIYI0 CUCTEMY YCJIOKHEHMSI CHMMETPUH, TEM HE MEHEE, HE CUUTAJl ee hJie-
aJBHOM M aJJIeKBATHO OTPAXKAIOIIEH peasini MUpa MPOTHUCT. B yacTHOCTH OH NH-
caJl: «Ha4aB C MOJIHOTO, UJIH MOYTH IOJIHOTO OTCYTCTBHUSI CHMMETPHH y ame0, B
KOHIIC PSIIOB pa3BHUTHs, y HauOojee nudpdepeHIupoBaHHBIX UHPY30pHil, 1uU-
HO(DIAreIUIAT U Mp., MBI OMATH MPUXOIUM K MOYTH ITOJTHOMY OTCYTCTBHIO CUM-
vetpun» (bexnemumes, 1964, c. 28-29). Paznuyas nepBUYHYI0 aCHMMETPHIO,
T. €. ACHMMETPUIO HEONPEAEICHHOCTH, U BTOPUYHYIO, T. €. aCHMMETPUIO T'HIIep-
cnenuanu3anuu, bexnemues (1964, c. 30) mpenyoxun 0603HAYaTh BTOPYIO
TEPMUHOM «JIHCCUMMETPUS», T. €. HApyIIEHHAs CUMMETPHSI.

C namelf TOYKM 3peHUs JUCCUMMETpPHUs, WHAaUY€ XHPaJIbHOCTb, €CTh YHH-
KaJbHOE CBOMCTBO JKMBOTrO peaan3oBbIBaTh HEBO3MOKHBIE C TOUKHU 3pEHHUS 3a-
KOHOB (DM3WKM W XMMHUHU TPOIECCH U SBICHUS, B TOM YHUCIIE U B CUMMETPHH,
1, KaK mojiararoT, GpyHmaMeHTarpHo oTandaromiee JKusoe ot Kocroro (Kusens,
1980). Cumnraercs, uto o nuccumMMeTpun Brepsbie nucai JI. [lactep B 1848 1. u
OCO3HAJl €e KaKk KOCMUYECKOe SBJIEHUE KU3HU. V3yueHune nuccuMMeTpuu po-
nookua I1. Kropu, chopmynupoBasimmii Teopemy B 1884 1., BocieacTBUN Ha-
3BaHHOM ero umeneM — «mpuHuui Kropuy. [loznuee, B 1930-50x rr. mpobneme
TUCCHUMMETpPHUH TpuaaBan oomnpinoe 3HaueHue B.M. BepHaackuii, oTKyma Tep-
MUH U TIOHSTHE NOIYYHIN PaCIPOCTPAHEHHUE B OTEUECTBEHHOU TuTeparype. Ha
camoM Jiene, [lacTep B cBOMX Tpyaax, B TOM YHUCIIE HE3aJO0JIT0 JI0 CBOSH KOHYH-
Hbl B 1883 1., ToBOpHI TONBKO 00 acummeTpun: «KU3Hb, OTKPBITAsl HAM, €CTh
MOPOKJICHUE aCUMMETPUU MHpa M ee cleJICTBUi... S maxe aymaro, 4To Bce
BUJIbI )KM3HH B M3HAYAJIBHOW CBOEH CTPYKTYpe, B CBOMX BHYTPEHHHX (OpMax
SIBJISTFOTCSI IOPOKICHHEM KocMuaeckoit acummeTpuny» (Iapmuep, 2007, c. 148).
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Takum 00pa3oM, Kak HaM KaKETCS, TCPMUH W MOHATHE «TACCHAMMETPHS»,
SBJISIONIASICS. YaCTHBIM cirydaeM oOmeit acummerpun (Lladpanosckwuii, 1968;
[llyonukos, Konmuk, 1972; Amon, 2003; I'aguep, 2007), Mano IpUTrOIHBI s
PaCKpBITHS MPOOJIEMbI CUMMETPHY TEa y PAAHOIISIPHIA U JIyUIle MOJIb30BaTh-
csi OoJiee HEUTPaTbHBIM TEPMHUHOM «aCUMMETPUS HIIH «HAPYIICHHAs CUMMe-
TPHUS», «BBIPOXKICHHASI CHMMETPH S, KHEJOCTATOYHAS CUMMETPHSI.

CTABPAKCOHHBIE PATMOJISAAPUN

I'maBHO¥ 0coOeHHOCTHIO IpeAcTaBUTENeH Kiaacca Stauraxonaria Afanasieva
et Amon, 2005, npyHIIMIHAIBHO OTIIMYAIOLIEH UX OT BCEX APYTUX paguoispHil,
SBIIIETCSl cBoeoOpas3Has (opMma CKeyeTa: OT YIUIOMIEHHON IHUCKOWIAIBHOU M
cyOTpeyTOoNbHOM A0 BEpEeTEeHOBHIHOM, OT MIPaMHIAJIbHON /10 JJOMACTHOH € Tpe-
M3, TISITBIO B OoJee ormacTaMu. JJaHHBIN Kitace paguoisipuil XxapaKTepusyeTcst
MEPEKPECTHBIMU OCSIMH CHMMETPHH, JISKALIUMH B TJIOCKOCTH, MEPICHANKY-
JISIPHOM TJIaBHOW OCH: CTaBpaKCOHHBIE (MOHAKCOHHBIE, TOMOIIOJISIpHEIE) (pHcC. 16-
e; puc. 2a-0) U paauaiabHO-TyueBble (puc. low, 3; puc. 2e-11) THIIBI CAMMETPHUH.
[IpeacraBurtenu knacca Stauraxonaria pacopoCTpaHEHBI C MO3IHETO KeMOpHsI
JIO HAIlIUX JTHEH.

PaguonsipusiM B 1I€JIOM NPUCYLI 3BOJIOLUOHHBIA TPEH[ NPOrPECCUBHO-
r'o Pa3BUTHS C YCIIOKHEHHUEM CTPYKTYp ckeinera Bo BpeMenu (Ilerpymesckas,
1986; AdanacweBa, 2000; Amon, 2000; AdanacbeBa, AmoH, 2006). OmxHako
CTapaKkCOHapUU B OTAENBHBIX (PuiaxX JIEMOHCTPUPYIOT PErpecCUBHOE Pa3BU-
THE, YeM-TO HaroMHHaromee karamopho3. DTo HaAOIIOAACTCS, HAIIPUMEp, 110
COKDAILIEHUIO CKEJIETHBIX CTPYKTYp B JIMHUH Pa3BUTHS (puc. 2a-e): OT mpea-
craputeneit poxa Polyfistula (KOxuwrit Ypan, aprunckuii spyc; CILIA, HeBaga
u Texac, 1eoHapACKHUH sIpyc) C CEMbIO U OoJIee JIy4aMH-JIONAcTSIMH K GpopMam ¢
nateto (Quinqueremis, cpenusis nepmb CIIIA, Texac), uetsippms (Nazarovella,
Ormistonella, BepxHsist nmepmb, SAnonust) u Tpemst tyuamu (Defladrella, Bepxusis
nepmb, Snonus) (Adanaceesa, 2000; Amon, 2000; AdanacseBa, AmoH, 2000).

Pasymeercs, 3To HEe ecTh UCTHHHBIN KaTaMop(}ho3 B TOM CMBICIIE, KOTOPBIH
B HEro OOBIYHO BKJIAJIBIBACTCS B 3BOJIIOLIMOHHON OMOJIOTHH, T.€. PErPECCUBHbIE
peoOpazoBaHusl OPraHU3MOB NPH IEPEXoAe UX K 0oJiee MPOCTHIM YCIOBHUSIM
CYyILIECTBOBAHU, JIEXkKAIINE B OCHOBE PErPECCUBHON IBOJIIOLIUH — KaTareHes3a o
WN.N. Imansrayseny (buonorudeckuii..., 1986). Karamopmo3 wacto cBsizaH c
norepel opraHu3MaMH B IPOLIECCE IBOJIONMH HEKOTOPBIX MPUCTIOCOOJICHUH K
YaCTHBIM YCJOBHSAM CYIIECTBOBaHUSA (JecTelnain3aius), HapuMep, y YCOHO-
THUX paKkoB, 00OJIOUHHUKOB U Ap. B cirydae craBpakcoHapuit BepxHei mepmu Smo-
HUU UMEET MECTO HE JieCIeINaIn3alnsl, a HA00OPOT, MPUCTIOCOOICHNE K KAKUM-
TO OCOOCHHBIM YCJIOBHSIM CYIIECTBOBAHHS, BO3MOXKHO, K aKTUBHON BYJKaHU-
YECKOU JIeSITEIIbHOCTH, CBOWCTBEHHON PErvoHy (MOAYyIICUHbIC JIaBbl), YaCThIM
MO/IBHKKAaM OJIOKOB 3€MHOM KOPBI (OJIMCTOCTPOMBI M OJTHCTOJIUTHI, KOHTIIOMEpa-
To1) (De Wever, Caridroit, 1984; Caridroit, De Wever, 1986), 1, COOTBETCTBEHHO,
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K OYeHb aKTHBHOH THAPOJWHAMUKE (BOJHEHHUE, TEUCHHU S, BKIIIOYask TypOUIHbIC
MOTOKH). B TaknX ycmoBHAX N30BITOYHOE KOIMYECTBO JTy4YeH-IIomacTel B CKele-
T€ MOXET CTaTh HE TOJBKO N30BITOYHBIM, HO M OIIACHBIM.

WNHTepecHO OTMETHTh, YTO MPU YMEHBIICHUH (PEIyKIIMH) YUCIA JIy4eH
CTaTyC CHMMETPHUHU CKeJleTa Bo3pacTaeT. DTO OTHOCUTCS K CTaBPaKCOHApHM C
TpeMs JionaCcTaAMH, KOTOPBIC MOI'yT OLITH Ha3BaHBI BIIOJIHE CUMMECTPUYHBIMHU!
Ishigaum, Latentifistula, Pseudotormentus, Latentibifistula, Triactofenestrella
(puc. 2o1c-z1). IlpencrtaBuTenu TaHHBIX POJIOB OTIIMYAIOTCS PA3BUTHEM PaHaIb-
HO-JTy4YeBbIX (DOPM C OJHOW HEOIPENEICHHOH IMIOCKOCTEI0 CHMMETPHH, OTHO-
CUTEJIBHO KOTOPO# JIBE TIOJIOBUHBI 00BEKTA 3epKalIbHO CUMMETpHYHBL. Ho naxe
B OTOM CJiy4dae€, KakK, BIIPpOYEM, U Yy UCTUHHO 6I/IJIaT€paJ]I>HO-CI/IMMeTpI/I‘-IHI)IX
KUBOTHBIX (BEHEI 3BOIONUH, 110 B.H. bexnemureny), 3epkaibHasi CHMMETPHUS
TIPOSIBIISICTCST HE B aOCONIOTHOM ayTEHTUYHOCTH JICBOW M IPABOU IOJIOBHHOK
TeJa, a JIUILIb B CXOKECTU UJIU CPABHUTENIBHO TIOJTHON HACHTUYHOCTH.

3AKJIFOYEHUE

Bocnpusitue KpacoThl y 4YelOBEKa 4Yallle BCEr0 CBS3aHO C CHMMETPHEH:
«CUMMETpHST OTPAKEHUS — OJMH M3 JPEBHEHMIINX W CaMbIX HPOCTHIX CIIOCO-
00B co3maBaTh M300pakeHMs, pamyromue raasz» ([apmuep, 2007, c. 37). He-
YAUBUTEIBHO MMOITOMY, YTO CHCIUATHCTHI-TPOTUCTONIOTH, HaunHas ¢ [ ekkess
(Haeckel, 1884), cTonbk0 BHUMaHUS YICISUIA CUMMETPHH, HAXO/sl €€ B OJHO-
KJICTOYHBIX MUKPOOPraHU3Max.

Panuonspuu — penkas U CBOeoOpa3Hasi rpyIina MPOTUCT, UCIOJIb3YOIast
JUISL IOCTPOCHHUST BHYTPEHHETO CKeJICTa MOJUMEP OPTOKPEMHHUEBON KUCIIOTHI U
o0J1aaomnias COBEPUICHHBIM ¢ T€OMETPHUCCKOM TOYKH 3PEHUs CKeleToM. KX
CKEJIEThI HE TOJBKO (PAHTACTHYCCKH PA3HOOOPA3HbI, HO KPACHUBBI U BECbMa MPH-
BJICKATEIbHBI C 3CTETHYSCKON TOYKHU 3peHust. bojee Toro, M3BECTHBI MOMBITKH,
yHOA00JIsISt CKEJICThl PaAUOIsPUil KpUCTAJIaM, CO3/[aBaTh CTPOMHbBIE KJIACCH-
¢ukanronusie cxembl (Haeckel, 1884, 1887; Mopayxaii-bonrosckoii, 1936; Xa-
0akoB u np., 1959; XKamoiiga, Kozmora, 1971; Tounmnuna, 1989, 1997), mogo6Ho
cucreme denoposa-lllenduuca B kpuctamiorpaduu, B KOTOPbIX BBIBOJ U 00b-
SICHCHHE HAOTIOMAaeMbIX POPM CUMMETPHUH Y KUBBIX TEJI MPEACTABIISIIN ObI CO-
00l 3a]1auy T€OMETPUHU U TOTIOJIOTHH, & HE OUOJIOTHH.

BwMmecTe ¢ TeMm, kiaccuyeckasi CHMMETPHSI HUKOT/IAa HE Pealiu3yeTcs B OHOJIO-
FHYECKUX U KPUCTAJUTMUCCKUX 00BEKTaX C MATEMAaTHIECKOM TOYHOCTHIO. JKHBbIC
OpPraHM3Mbl U MHUHEPAJbI SBIISIOTCS HauOOJCe KOMITO3HIIMOHHO-CIOKHBIMU U
CTPYKTYPHO-COBEPIICHHBIMU HEPAPXUUCCKH OPraHU30BAHHBIMU CHCTEMAMHU Be-
IIeCTBEHHO-MaTepHraibHOro Mupa. [loaTomMy ymomobieHre CKeNneToB painosprii
KPUCTAJLTMYECKOMY TEIy C HMJIeaIbHOW CUMMETpHEH HempaBoMepHO (Adanacke-
Ba, 1990, 2000; Afanasieva, 1990, 2006; AdanacbeBa, AmoH, 2004, 2006, 20128):

(1) onmanoBas ckeneTHas TKaHb PAJUOISPUN B MPIKU3HEHHOM COCTOSHUU
HE SIBJISICTCS] KPUCTAJLJIONIOM, a IIPOSIBIISICT Ce0sI KAK OYEHb CIIOKHBIN 110 CTPYK-
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Type W CBOWCTBaM OMOTEHHBIN arjoMepar KPUCTAJUITMYECKHX M OpPraHUYECKUX
KOMIIOHEHTOB;

(2) poct 1 pa3BUTHE CKelleTa HE MOJYMHSCTCS 3aKOHAM CHMMETPHUH, Bia-
CTBYIOIIUX B MUPE KPUCTAJIJIOB, BKJIFOUas Cloa u npuHIun Kropu (HanoxeHue
CUMMETPHH cpe/ibl OOUTaHUS Ha CHMMETPHUIO TEJa).

B neiicTBUTENBHOCTH Y PaJUONISPUI TOCIIOICTBYET HE KJIaCCUYECKas CUM-
METpHsI KPUCTAJIOB, a OMOCHMMETpPHS OpraHn3MoB. bojee Toro, cTporo cum-
MEeTpUYHBIE (POPMBI CPENIU PATUONISIPUIN JTOCTATOYHO perkn. Mopdonorudeckoe
MHOTr000pa3ue X CKeIeToB 00pa3oBaHo (GpUrypaMu cO CMELIAHHOW CUMMETpU-
eil. Ho mogoGnble KOHQUTYpaluy HUKAaK HElb3sl Ha3BaTh OeCPOPMEHHBIMU, JTH-
HIEHHBIMH KaKOH-IN0O YTOPSIOYEHHOCTH, XOTS C TOUYKH 3PEHHS KIaCCUYeCKOM
CUMMETPHUH (POPMEI CO CMEIITAHHOW CHMMETPHUCH SBISIOTCS ACHMMETPHIHBIMH.
Onmnako oHH He Oec(hOpPMEHHBI, a, CKOpee, TApMOHUYHEI B CBOEM CTPOCHHH. bo-
nee Toro, (hOpMBI CO CMENIaHHON CHMMETpHel TIOSBUIIUCH B CAMOM Havaje dBO-
JIOIUY PAIUONISIPUN U TOMHUHUPOBAIIM Ha BCEX €€ dTarax.

3aMeTHM Tak’Ke, 4TO BO3HHKHOBEHHME U CYIIECTBOBAHHME HOBBIX CTPYKTYD
CKEJIETA OIPENENSAETCS UCKIOUUTEIBHO AKTUBHBIM B3aUMOZACHCTBHUEM C BHELIHEN
CPEeZIoil ¥ COCTOUT B CTPEMJICHHH OPTaHN3MOB aJalTUPOBATHCS K HOBBIM YCIIOBH-
SIM C TIOMOIIIBIO 00JIee coBepIeHHbIX MOp(hOTHIIOB. Takas amanTamus COMpoBO-
KIaeTcss N3MEHEeHHeM (IIOHIKSHUEM) THIIA CHMMETPUH ITPH ITEPEXO0JIE OT MPEKHE-
ro 0oJiee MpocToro K OynyIieMy 0oJiee CII0OKHOMY COCTOSTHUIO C BOSHUKHOBEHUEM
MIPUHIMITHAIIEHO HOBBIX Ka4ecTB U cBOMCTB ckeneToB (I'opsuHoB, MBaniok, 2001;
TopstmaoB u ap., 2012). UubIME c10BamMH, B TIPOLECCH SKCIAHCUU PAHONISPUH,
0COOEHHO MTPH OCBOCHNH HOBBIX OMOTOITOB M OOPETEHNH MMH HOBBIX a/TallTHBHBIX
peaxknui, mepruosl Ha9aIbHBIX CTAUH MHBA3UH JOJKHBI COMPOBOXKIATHCS TI0-
HIDKCHHUEM THIIa CHMMETPUH, T.. YCHIICHHEM acUMMeTpru. KOHeUHbIM cTainsM
9KCIIAaHCUH OyJIeT CBOMCTBEHHO MOBBIIICHHUE TUIIA CHMMETPHUH.

Takum 00pazom, peabHas CMEIIaHHAS CAMMETPHSI B CKeJIeTaxX pajHoJIsIpHii
SIBIISIETCSI [TPABHIIOM, a HE UCKIIIoUeHHEM. [109TOMY MOKHO BIIOJTHE COTIIACUTHCSI
¢ BbIBOJIoM BoilitexoBckoro: «Ilo-BUauMoOMy, TOMKEH UMETh MECTO MPUHIIMIL:
YeM aKTHUBHEE ABWKEHHE OHOIOrnuecKoi (popMbl, ueM fuHaMu4Hee ee Mopho-
reHe3, TeM HUXKE ee pe3ynbTupyomasi ciMMeTpusi. Ee abcomrot — komOuHATOD-
HO acuMMeTpudHas ¢popmay (BoittexoBckuit, 2012, c. 9).

Ho rnaBHOe, 4eM CUMMETpUSI )KMUBBIX OPraHU3MOB OTIUYAIOTCS OT UJICahb-
HOW CHMMETPHH KPUCTAJIJIOB — 3TO HEMPEACKa3yeMOCTh U 00s13aTebHOe TPH-
CYTCTBHE 2JIeMeHTOB HepannonanbHocTH (lanmynun, 19960). [apMoHu# 10IK-
HO OBITH B Mepy. AOCOTIOTHO CHMMETPHIHBIN MU — O€3KN3HCHHBIH.

Pabora Beimonuena mpu moaaepxkke [Iporpammer [pesuanyma PAH «Ilpo-
OJIEeMBI TIPOUCXOXKICHUS )KU3HU U CTAHOBJICHUS OHOChephI».
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SYMMETRY IN THE RADIOLARIAN SKELETONS
M.S. Afanasieva, E.O. Amon

The history of Radiolarian evolution from the earliest Cambrian to present days — is
a history of the making of very varied and divers geometry of the skeletons, tending to
the forms of classical symmetry: spheres and spheroids, cones, cylinders and many other
shapes, but with indispensable participation of the elements of mixed-symmetry. Skel-
etons with mixed-symmetry appeared in the early evolution of radiolarians and dominat-
ed during all periods. These figures from the point of view of classical symmetry are the
asymmetric, lacking any order. However, they are not formless, but rather harmonious
in its structure. The classical symmetry is never realized in the biological and crystalline
objects with mathematical accuracy. Living organisms and minerals are compositionally
complicated and structurally perfect hierarchically organized systems of real material
world. Therefore, the assimilation of radiolarian skeletons to crystalline body with ideal
symmetry is incorrect.

Key words: Radiolaria, classical symmetry, mixed-symmetry, types of symmetry,
morphology, Phanerozoic.
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CUMMETPHA B KOJIOHUAX TEKATHBIX TUJAPOUJ0B
(CNIDARIA, HYDROIDOMEDUSA, LEPTOMEDUSAE):
MEPEXO/I OT PAJIMAJIBHON CUMMETPHUU K BUJIATEPAJIBHON
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Mockosckuii eocyoapcmeennulii yHugepcumem um. M.B. Jlomonocosa, Buonozcuueckuii ¢p-m
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Tunpounupie mommmbel (Cnidaria, Hydrozoa) xapaktepusyrorcs mpe-
oOma-maroreit paamanpHO cumMeTpueld. Ha ocHoBe momenn BepkuHa
(Berking, 2003, 2006), o0cCHOBaHHO Ha THIIOTE3aX MO3UIIHOHHON HHPOP-
MaIH ¥ «CaMO-aKTHUBAIMH U JIATEPATbHOTO HHTHONPOBAHUSY, IIPOaHa-
JIU3UPOBAH MEPEXO OT PaJUAIBHON CHMMETPHH IIEPBUYHOTO MOAYIIS KO-
JIOHUH TEKATHBIX THAPOHI0B (mogkiace Leptomedusae) k OrtaTepanbHON
CUMMETPHH WM CUMMETPUHU CKOJIB3SIIETO OTPAKEHUS B CIOXKHBIX TO-
6erax. IlokazaHo, 4TO ymopsiJOUYEHHE MPOCTPAHCTBEHHOW OpPTraHU3alnN
1 U3MEHEHUE CUMMETPHUITHON (POPMBI SABIISIETCS «ITOOOTHBIMY dPPEKTOM
MEXaHU3MOB PETYJANHNA (OPMOOOPa30BAHNS MOLYJIBHBIX OPraHNU3MOB,
OCHOBAaHHOT'0 Ha IUKJIMYECKOM MOpdoreHese.

Kurouesvie cnosa: xoaoHMAIbHBIE THAPOUABI, TUKINYECKHH MopdoreHes,
paauanbHasi CHMMETPUS, TIO3UITMOHHASI HHPOPMALIKS, MOJIEIb.

BBE/IEHNE

Omnwucanue 11000ro opraHnusMa, a TakKe IIaHa OpraHu3alky, XapaKTePHOro
JUTSI TAKCOHOMHYECKUX TPYIIN OPraHu3MOB JIFOO0T0 paHTa, 0053aTebHO BKITIO-
4aloT XapaKTepUCTUKY CUMMETpPUU 00bekTa(oB). be3 moHMMaHUs CHMMETpHH
OpraHn3Ma HEBO3MOKHO ITOJIHOLICHHOE €0 ONMCaHUE U IOHUMaHKE 3aKOHOMEP-
HOCTel ero pasBuTus u cTpoeHus (3apenkos, 2009). IlepBonayanbHO cyuTa-
JIOCh, YTO CUMMETPHSI KOHKPETHOIO OPraHn3Ma WU TAKCOHOMHMYECKOU I'PyIIIIBI
HEBBICOKOTO paHTa OMpeesieTCs, B IEPBYIO OUepeib, 00pa3oM ero )u3Hu (Ipu-
KpEIUICHHBIH — MOJBWKHBIN) U cUMMeTpHel cpeabl ooutanus (Hyman, 1940;
bexnemumies, 1964; [orens, 1981; XamopH, Bernep, 1989). B Hactosimee Bpems
npeobiasaonieil MOXHO CYMTATh TOUKY 3PEHMS, UTO Ha paHHUX CTaAHsIX 3BO-
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JIOIUN KUBOTHBIX CHMMETPHUS B3POCIOr0 OpPraHW3Ma JBOJIOIHMOHUPOBANIA OT
ACCUMETPHUYHON K pauaibHOM, U Aanee K OmiaTepaisbHOM, U 3TO TPOUCXOIUIIO
MapaJieIbHO C MOBBIIICHUEM CIIOKHOCTH OopraHu3anuu xuBoTHbIX (Finnerty,
1998; Finnerty, Martindale, 1999; Martindale et al., 2002; Brusca, Brusca, 2003,
2008). OgHako MONEKYISIPHO-(PUIOrCHETHUCCKUN aHaIU3 M JIaHHBIC DBOJIO-
LIMOHHOH OMOJIOTMHU Pa3BUTHS CBHACTEIbCTBYIOT O TOM, YTO DBOJIIOLHUS IIJIaHA
CTPOEHUSI OPTraHU3MOB ITPEICTABIISIIOT COOO0H TOpa3ao Ooiee CIOKHBIHN Mmporece
(Finnerty et al., 2004; Halanych, 2004; Matus et al., 2006; 3oomorus 0ecrno3-
BOHOUHBIX, 2008), 1 HET MPSIMO 3aBUCHMOCTH MEKIY CIIOKHOCTBIO I€HETHU-
yeckol U Mopdonorudeckoii opranuzanuu (Ball et al., 2004; Kusserow et al.,
2005; Technau, 2005). MI3meHeHUsI TUIIOB CHMMETPHH B TEUCHUE IBOJIFOIIMH K H-
BOTHBIX B OCHOBHOM OIPEICIISUTUCH (PU3NUCCKUMH (DAKTOpaMH, CTPYKTYPHBIMH
OTpaHUYCHHAMU (CaMble paHHUE COOBITHUS B pa3BUTHH, KOTOPHIE yCTaHABIINBA-
IOT OCHOBHOM IJIaH CTPOCHHsI, ONpeNeisitoT Habop Oosee MO3THUX COOBITHH,
OTPaXKAIOUIUXCS HA OPTAaHHU3AIMU KUBOTHOTO), 1 €CTECTBCHHBIM OTOOPOM, IKC-
IUTYaTUPYIONIUM IIUPOKUN KPYT aJallTUBHBIX BO3MOXHOCTEH, Mpe/araeMbIX
pPa3HBIMH THIIAMH CHUMMETPUHU B YCIOBHSX Pa3HBIX YCJIOBUH CYIIECTBOBAHMS
nnm obpa3sa xxuszau (Manuel, 2009).

Omnpenenenre CAHMMETPUH YHUTAPHBIX OPraHU3MOB OKa3bIBACTCS 3a4aCTYIO
3aTPyIHUTENHHBIM — TUTAH OpPraHMU3allii 9acTO OCHOBAaH Ha KOMOWHAIIMH He-
CKOJIBKMX BaPHAHTOB CHMMETPHH, B 3aBUCUMOCTH OT TOT'0, KAKO YPOBEHB pac-
cMOTpeHus BrIOpaH. Elle croxHee 00CTOUT Ie7I0 ¢ MOAYIbHBIMH OPTaHU3MaMHU.
Ecnu omnpeneneHre cMMMETPUN OTAEIBHBIX MOJYJICH 3TUX OPraHU3MOB 3aya-
CTYIO HE BBI3bIBACT 3aTPYAHECHHUI, TO BECh MOAYJIbHBIA OPraHU3M 3a4aCTyHO BbI-
TIISIAUT AUCCUMETPUYHBIM, JTHOO IS ONMUCAHUS TAKUX BAPHAHTOB CUMMETPHH
He00XOIMMO TPUMEHEHHE MMOHSATUH CUMMETPHUH TIO100 s, CTUpaTbHON CMMe-
TPHUH, TEOPHH (PpaKTajoB, WM UX KoMOuHauui (3apenkos, 2009). Ilpu 3Tom
CXOJIHBIC BapUaHTHI CJIIOXKHON CUMMETPHH HaOJIIOMA0TCS Y MOMYJIBHBIX Opra-
HU3MOB, OTHOCSIIIIMXCS K OYCHb JIAJIEKUM B (DHIIOTEHETUYCCKOM OTHOIICHUH TaK-
COHAM: KOJIOHHAJIbHBIC THAPOUIBI, MITAHKH, BIcITue pactenus (Kitore, 1962;
Mauneirus, 2001; Srysosa, 2005; [1saraeBa, Kocesnd, 2008). 3T MHOTOYHCIICH-
HbIe KOHBEPIreHTHBIE CXOACTBA B CHMMETPUH U TIJIaHE OPTaHU3aI[uU MOJTYJIBHBIX
(M yHUTApHBIX) OPraHU3MOB CBHJICTEIBCTBYIOT O TOM, YTO Ba)KHbIC U3MECHEHUS
CUMMETPHH TeJla OPraHW3MOB HE TPEOYIOT MOSBIICHUS HOBBIX I'€HETHYCCKHX
VI PETyJISTOPHBIX MeXaHu3MoB pa3sutus (Manuel, 2009).

Honumnonnnas cragus runpounusix (Cnidaria, Hydrozoa) mpenmymecTBen-
HO TpeCTaBIeHa MOAYIbHBIMU (hopMaMu . B KOJOHHUHU THIPOHIOB BHIICISIOT
JIBe OCHOBHBIE YacTH. [ mupopusa, mpeacTaBieHHast IPEUMYIIECTBEHHO CEThIO
TPYOKOBHIHBIX BETBSIIMXCS CTOJIOHOB, CIIYXHUT JUJIsl IPUKPEIJICHHS KOJIOHHUH

'B IIaHHOﬁ pa60Te MBI 6y)I€M HCHOJIb30BATh UCTOPUYCCKU KIIPUBBIYHBIC) TCPMUHBI «KOJOHHU-
AJIBHBIC TUAPOUABI» U «KOJIOHUWS» T'HAPOUI0B, TaK KaK 10 CUX ITIOP HET 06LLlel'lpI/IHﬂTOFO u leOG-
HOT'O B yHOTpeGJ’IeHI/II/I TE€pMHHA IJIsA 0003HaYCHUS MOAYJBHOT'O OpraHu3Ma B LCJIOM.
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Puc. 1. Cxembl OpraHu3allid OCHOBHBIX THIIOB KOJOHHH TEKAaTHBIX THAPOUIOB U IPH-
Mepbl CHMMETPHH UX MOJYJICH M MOOEroB: @ — CTOJIOHUANBHAS KOJIOHHS, 6 — moderoodpasy-
0lIasi KOJIOHUS, ¢ — PaaualibHO-CUMMETPUYHBIN THAPAHT TpeacTaButens ceM. Sertulariidae,
2 — paJauaJbHO-CUMMETPHYHBIN THAPaHT mpeacTtaButens cem. Campanulariidae, 0 — nucraib-
Has 9acTb nobera Sertularia albimaris (cem. Sertulariidae), e — ygacTok mobera mpeacTaBuTeINs
cem. Plumulariidae; Bp — Bepxyuika pocta, Bpd — BepXyIka pocta OOKOBOif BETBH, I' — THJIPAHT,
I'T — THAPOTEKA, MII — MEKA0Y3JHe nmobera, Mc — MeXA0y3JI1e CTOJIO0HA, IT — 1mo0er, T — MoYKa
THIPAHTa, CT — CTOJIOHBI I'HPOPH3BL.

K cyOcTpary U pacmpocTpaHeHus 1Mo Hemy. Ha mpoTuBomonoxHOM cyOcTpaTy
CTOPOHE CTOJIOHOB PACIIONIATal0TCs WIIH OTACIbHbBIC TUAPAHTHI (TUTAIOIIUE 300-
Wbl KOJIOHWH), HJIM TIO0ETH, HECYIIHe OOIBII0e YUCIO THAPaHToB (puc. la, 6).
CrnemoBarenbHO, KOJIOHUU THAPOUIOB MOXKHO Pa3JIEIUTh HA JIBE TPYIIIBI — CTO-
JIOHUAIIbHBIE (C OTACIFHBIMHU THPAHTAMH Ha CTOJIOHAX), ¥ T0Oeroodpasyromnme
(Haymog, 1960; Mapdenun, 1993; Bouillon et al., 2006). IIpu 3Trom no6eroo-
Opasyloline IpeCTaBUTeNd TeKaTHBIX THApon 0B (noakiace Leptomedusae) B

107



MTOJABJISATONIEM YHCIIEe CITydaeB UMEIOT OOETH MPOCTPAHCTBEHHO OoJee yIopsi-
JIOYCHHBIE, XapaKTEePHU3YIOIHecss OONbIIeH PEeryIsIpHOCTHIO BETBICHUS U pac-
IOJIOKEHUSI TUAPAHTOB HA CTBOJIC U BETBSIX, [0 CPABHEHUIO ¢ 1oOeroodpasy-
IOUIMMH TIPEACTAaBUTENIMH aTeKaTHBIX THAPOUIOB (moakiacc Anthomedusae)
(Marfenin, Kosevich, 2004; Leclére et al., 2007, 2009; Kocesuu, 2012).

OCHOBHBIE THATHOCTHYECKUE MPU3HAKH TEKATHBIX THIPOUJIOB, OTHOCSTCS
K BHEIITHEMY XUTHHOUTHOMY CKeJeTy — nepucapky. DopMupoBaHre HOBBIX MO-
ITyJiel KOJOHWH (MEXI0Y3JIHi CTOJIOHOB U TIOOETOB, THPAHTOB — puUC. 10) mpo-
HCXOJIUT Ha KOHIIaX Pa3BETBJICHHOTO TeJla KOJIOHMHU Ha OCHOBE (PYHKIIMOHHUPO-
BaHHUS CNICUATH3UPOBAHHBIX MOIYJICH KOJIOHUU — BEPXYIIEK POCTa. 31eCh ke
BBIJICIISICTCSL MaTeprall HOBOTO TIepUcapKa, U eMy puaaeTcs BunocnenuduyHas
dhopma, KoTOpas B maibHEHIIEM He u3MeHseTcs (3apaiickuii u ap., 1984; bemno-
ycoB u 1p., 1988; Kocesuu, 1990, 2006; Kosevich, 2005; Kocesuu, ®enocos,
2008; Marfenin et al., 2010). BHemHuMIA )KeCTKUIN CKENET CIYXKUT OMOPOI MsIT-
KHM TKaH;IM (LI€HOCApKY) THAPOUJOB, U (PUKCUPYET B3aMMHOE IPOCTPAHCTBEH-
HOE TIOJIO’KEHHE BCEX MOIYJIei KOJIOHUH.

C Touku 3peHust MOp(OIIOrUN MATKHIE TKAHH MOJABIISIOIIETO OOJIBITNHCTBA
MOMYJICH KOJIOHWI TEKATHBIX THAPOUIOB XapaKTEepU3YIOTCSA IMpeobiagaronieit
pamuanbHON cuMMeTpuei. CTpoeHHE THUIAPAHTOB M IICHOCApPKAa MOAYJEH I0-
0eroB CBHJIETEIHCTBYET O HAJIMYUU TIABHON OpabHO-a00palIbHOW OCH, Yepes
KOTOPYIO MOKHO IMPOBECTH HECKOJIBKO IIIOCKOCTEH cuMMeTpun Moayis (bekie-
muuies, 1964; Manuel, 2009) (puc. 16, 2). B Mex10y3/114X CTOIOHOB THAPOPU3I
TaK)Ke MMEETCS OJIHA TJaBHAas OCh, HAaNpaBJeHHAsl OT IEHTpa KOJIOHHWH K Bep-
XYIIKE pocTa cToyioHa. MTHaye 00CTOUT JIeNio TIPU PacCMOTPEHHUH OpraHU3aIiH
m00OEroB B IEJIOM, FJIH IETAIbHOM M3y4YeHUH OPTaHU3aIIH OTAEIBHBIX MOTYJIeH
1 CKEJIETHBIX 00pa30BaHMil BOKPYT TUJIPAHTOB Y TEKATHBIX THPOUJIOB (HATD.,
Haywmog, 1960; Cornelius, 1979; Schuchert, 1997; Bouillon et al., 2004, 2006). B
9TUX CIy4asiX MPUXOAUTCSA IPU3HATH WM OTCYTCTBHE MTpeodiaarouell cuMMe-
TpHUH (IUCCUMMETpPHsI OPTaHU3alUU MOOErOB Y HEKOTOPBIX BHUJIOB TEKATHBIX M
aTeKaTHBIX THIIPOUIOB), WIIH TpeolaiaHue pa3HbIX KOMOWHAIIMH OHlaTepaib-
HOH W TPAHCIISITHOHHON (KCHMMETPHS CKOJB3SIIIETO OTPAKEHUS») CHMMETPHH.

Opranuszaius OTAETbHBIX MOP()OTreHETHIECKUX MOIyJel moOeros? y Te-
KaTHBIX THAPOHUIOB B TOJABISIFOIIEM YHUCIE CIy4aeB CBHJCTEIBCTBYET 00 UX
OunarepanbHOW CUMMETPHUH. Y BEpXYILIEK pOCTa CTOJOHOB (MOp¢oreHeTnye-
CKHX MOJYJIeH CTOJIOHOB) OWJaTepajbHas CUMMETPHS MPOSBISIETCS B SBHOM
BHUJIC, YTO OTPAKAETCS B OPraHU3AI[UU TOr0 MOIYJIs: BEPXYIIKaA CTOJOHA HMe-
€T SIBHO BBIPKEHYIO «II€peIHEe-3aHAS» OCh, M TPUIISKANTYIO H OTCTOSAIIYIO OT
cyOctpara croponbl (Marfenin et al., 2010). CooTBeTCTBEHHO, UMEETCS JINIIb
OJIHA TUIOCKOCTH CUMMETpHH. LleHocapk MeKJ0y3/IHii CTOJIOHOB MEK 1y nobera-
MU XapaKTepu3yeTcs MPOJOTbHON (PU3HOIOrHUECKON MOISPHOCTHIO, HO CTPYK-

2 Tlonsitue MOP(OreHETHIECKOTO MOIYJISl HE COBMAAACT C MOHITHEM MOJYJISI HIIH MEKI0Y3IUs
nobera, UCTIONIb3yeMOro B MOp(hOJIOTUH Uin cuctemMatuke ruapounbix (Kocesuy, 2008).
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TYPHO BBITIISIUT PaIAaTbHO-CUMMETPAYHBIM. Y MEXI0Y3JIHH MOOETOB MOKHO
BBIZICTTUTD MIPABYIO U JIEBYIO, KIIPUIIEKAIYIO» U «OTCTOSIIYIO» («I0P3aTIBHY IO
U «BEHTPaJbHYIO») CTOPOHBI MOAYJIs (puc. 10, e). 3auacTyto, OniaTepaabHOCTb
OTCYTCTBYET JIMIIb B IEPBUYHOM MOJYJI€ KOJIOHHH (IIEPBUYHOM MEKIO0Y3JIHH
noGera, pa3BUBAIOLICTOCS M3 OCEBIICH INYMHKHN), OPraHU3alnsi KOTOPOTO COOT-
BETCTBYET pajnaibHOi cuMMeTpun. OIHAKO C TIOSBJICHUEM BTOPHYHBIX MOAY-
Jiell ¥ pOCTOM KOJIOHWHW OWIIaTepasibHasi CHMMETPHUS MOIyJel TTOOeToB CTaHO-
BUTCS OYEBUIHON M OTPEIEISIONIEH BCIO OPraHU3aIHI0 TTOOETOB.

JlononmHuTEIbHBIE 3aTPYIHEHHS B ONPEe/ICHUE CHMMETPHH OOETOB BHOCST
XapakTep BETBJICHUS MOOETOB M BapHallli B PACHIONIOKEHUH I'MIPAHTOB B CTBOJIE
W Ha BeTBsX MoOeroB. Ha ocHOBaHWM XapakTepa BETBICHHUS U B3aUMHOIO pac-
TOJIOKCHUST BETBEW B MOOEre BBIJIENSIOT HECKOJIBKO OCHOBHBIX THIIOB MOOETOB:
TIEPUCTHIE, IPEBOBUAHBIC, CIUPATFHO-3aKPYUCHHBIE M C HEPETYISIPHBIM Xapak-
TEpPOM BeTBIIeHHS. ECiiM yYUTBIBaTh M XapakTep B3aHMHOTO PACIOJIOKEHUS T'H-
JPaHTOB Ha CTBOJIC M BETBSX MIOOET0B, TO CIIOKHO ONPEACIUTH CANHCTBEHHBIN Ba-
puaHT (POpMbI CHMMETPHH, COOTBETCTBYIOLIUH JaHHOMY TI00ery. B OoJbInHCTBE
CITy4aeB 3TO KOMOMHAIIMS Pa3HBIX CHMMETPUHHBIX ()OPM, COOTBETCTBYIOIIIUX T10-
Oery B II€JIOM U €TI0 OT/ICIBHBIM YaCTsM (CTBOJIY M BETBSIM Pa3HOTO TIOPSIKA).

B nannoit paboTe chenaHa mombITKa 00OCHOBAThH MPEATIONOKEHHUE O TOM,
YTO B OCHOBE peryisnuu (JOpMUPOBAHUS KaK OTIACIBHBIX MOAYJEH KOIOHHH
TEKaTHBIX TUPOHJIOB, TAK U MPOCTPAHCTBEHHOW OpPraHU3aMHU UX 1T0OETOB, MO-
XKET JIeKaTh eINHbIN Mexanu3M. [lokazaHo, Kak Ha OCHOBE OJTHOT'0 M TOT'0 JK€ Me-
XaHHM3Ma PEryJIsIUU B pPe3ysibTaTe BapbUPOBAHUS ONPE/CICHHBIX TapaMeTpOB
Pa3BUTHS MOXKET TMPOUCXOJUTH 3aKOHOMEPHOE M3MEHEHHUE MPOCTPAHCTBEHHOMN
OpraHu3aIiy TO0ETOB U UX CHMMETPHH, HE CBSI3aHHOE C YCIOKHEHUEM HITH W3-
MEHEHHEM I1JIaHa OpraHU3aliyi CaMOT0 OpraHU3Ma.

PE3VIJIBTATBI 1 OBCYXXIAEHUE

B ananu3ze 3akOHOMEpPHOCTEH pa3BUTHS U (OPMHUPOBAHHSI TIPOCTPAHCTBEH-
HOW OpraHW3aliy MOOETroB y TEKATHBIX THAPOUIOB MBI OyJIeM UCXOINUThH U3 BHI-
CKa3aHHOI'0 PaHee MPE/IIOJIOKEH S, YTO B IBOIIOIMH MOYJIEHOW OpraHU3aIuN
no0eru B KOJIOHWU THAPOUJIOB BOSHUKIHM OT CTOJIOHHAJBHBIX (JOPM C THApaH-
Tamu Ha HOXKax (puc. 2) (Marfenin, Kosevich, 2004; KoceBuu, 2012). Mcxon-
HBIM M €IMHCTBEHHBIM THIIOM POCTa MOOETOB y TEKATHBIX THAPOUJIOB CIEAY-
€T paccMaTpUBaTh CUMIOAMATBHBINA THII, KOTOPBII MOXKET OCYIECTBISTHCS B
JByX BapHaHTax — BEEPOBHUIHOM WM CEPIOBUAHOM (pHC. 28, 2). Tak Ha3bIBae-
MBIE «MOHOIIOMATBHBIC TTOOETaMH ¢ TEPMUHAIBHBIMHU 30HaMHU pocTa» (Kuhn,
1914; Haymos, 1960; Mapdenun, 1993) ¢ mopdoreneTnueckolr TOUKU 3pEHUS
XapaKTepU3yIOTCsl CHIIBHO M3MEHEHHBIM BapHMaHTOM CHUMIIOAMAIBHOIO POCTa
(Kosevich, 2007; Kocesuu, 2007, 2012).

PazBuTHe mepBUYHOrO MOIYIS (MEKIOY3IHs) MoOera U3 OceBlIeH THIUHKA
Yy TEKAaTHBIX THUJPOHOB HAYMHACTCS C 3aKJIAJKU B IEHTPE MPHKPEITUTEIBHOIO
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Puc. 2. IIponcxoxaeHue n BapuaHThl OPraHU3aluN CHMIIOJHAIBHBIX TOOETOB TEKATHBIX TH-
JIPOMJIOB: @ — CTOJIOHHAJIbHASI KOJIOHHSI C CHJSTYMMHU THIPAHTaMHM, 6 — CTOJIOHHAJIbHAS KOJIOHUS,
THAPAHTHI C HOXKKaMH, 6 — BEEPOBHIHBIM CHMIOANAIBHEIN THII pocTa rodera, 2 — CepIoBUIHBIIT
CHMIIOANANIBHBIN THI POCTA TO0Era; T — TUAPAHTHI, C — CTONOHBL.

JIMCKa BEpXYIIKH pocta mobera (puc. 3). Bepxyika pocta B mporecce CBOEro
($yHKUMOHUPOBaHUS GOPMUPYET YyUacTOK OymyIero cTBona mobera (MexXI0ys3-
JIMe CTBOJIA B MOP(OJIOTHYECKOM TMOHMMAHWHN) U THUAPAHT (C HOXKOW WU 0e3)
(puc. 3e). [1pu 5TOM Bepxymika pocTa nodera NpUHUMAET ydacTre B GopMHpOBa-
HUH JUCTAJIBHOTO OT/eNa THAPAHTA, U KaK CAMOCTOSTEIIBHBIM MOTYJIb IIpeKpania-
eT cBoe cymniecTBoBaHue. JlanpHeliee HapacTaHUue OCH modera B JUIMHY odecrie-
YUBAETCs 3aKJ1aIKOH B OCHOBAaHHM HOXKKHM THPAaHTA UM B OCHOBAHUHU T'MIIPOTEKH
OYepeHON BEPXYLIKH pocTa (puc. 3e), KoTopas MOBTOpsieT MOp(OreHETHUECKHA
UK GOpMUpPOBaHUS MEXI0y3nus modera (Mapdennn, KoceBny, 1984a; Koce-
Bu4, 1990, 1991b). Takum 00pazoM, JUJIsl TEKATHBIX THIPOHUJIOB XapaKTepeH IIH-
kmaeckuit Mmopdorenes (Mapdennn, 1993; Marfenin, Kosevich, 2004).

TUIIOTETUYECKHI MEXAHW3M

B ocHoBe mpemiaraeMoro MEXaHu3Ma JeKar JB€ B3aUMOCBSI3aHHbIE TUIIO-
TE3BbL:

1. I'mnore3a MO3UIIMOHHON WH(OPMANUK: TIEPBUYHAS CHCTEMa PETYISALNN
MIPOCTPAHCTBEHHOM OPraHMU3allii OINPEAEIAETCS OTHOCHUTEIBHO YCTONYHBBIM
CKaJISIPHBIM CBOWCTBOM TKaHEH, KOTOpOe ObLIO HAa3BaHO MO3WILIMOHHBIM 3Ha4e-
nuem (I13) (Wolpert, 1969, 1971, 2011; Wolpert et al., 1974).
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Puc. 3. Cxema ocefnaHus IUIAaHYJIBI, (POPMHPOBAHUS NEPBUYHOIO MEXKIOY3JIHs Hobera u
ompeAeseHHe MECTa 3aKJIa K1 OUYepeJHON BepXy KU pocTa nobiaera y Gonothyraea loveni (cem.
Campanulariidae): a — nuuunaka (COM) (u3 Mayorova, Kosevich, 2013), 6 — oceBiast TH4uHKa —
MIPUKPEIHUTEIbHEIH TUCK IIePBUYHOTO TTodera, Bua ceepxy (COM), 6 — cxeMa IPUKPETUTEIEHOTO
JIMCKa, BUJ] COOKY, 2 — 3aKJIaIKa BEPXYIIKH POCTA IIEPBUTHOTO MEKI0Y3IHsI, O — GOpMHUPOBaHHUE
MEXJ0Y3JIUsl, CTanns GOpMHUPOBAHUS CPEAHEH IJ1aIKOH YacTH, e — MOJHOCTHIO chOpMHUPOBAH-
HOE TePBUYHOE MEXJ0y3Jne; GUTypHas CTPENIKa — HHIHOHUpPYIOIiee BIUsSHUE THIPAHTA, CEPhIM
LBETOM BbIEIeHa 001acTh «3amnpera (OPMUPOBAHHS OUSPEIHON BEPXYIIKH POCTay», MPSMOY-
TOJIBHUKOM BBIJIeNIeHa 00JIaCTh ¢ HAaUOOJIbIIeH BETMYNHOM MO3UIIMOHHOTO 3HAYEHUSsI, ITYHKTHP-
Hasl JIUHUS — OCh PaJHallbHOM CHMMETPUU TEPBUIHOTO MEXKI0y3ius mobera; [13 — BeanunHa
MO3UIMOHHOTO 3HAYEHHsI, BP — BEPXYIIKa POCTa, I'T — THAPOTEKA, HI — HOXKKA THAPAHTa; Mac-
mTabHas TuHeika — 50 MKM.

2. I'mnore3a caMo-aKTHBAallMM M JarepaibHOro mHruouposanus (Gierer,
Meinhardt, 1972; Meinhardt, Gierer, 2000).

O06e rumnoTe3sl OCHOBaHBI HA (POPMUPOBAHHUH T'PaHEHTa MOPPOTEHOB, KO-
Topelii 1 onpenenser I13, BocnpuHuMaeMoe KJIETKaMU Pa3BUBAIOLIECIOCS Op-
raHu3Ma, U KOTOpOoe OINpenelisieT uX JanbHeiee nmoseaeHre. Ho n3HavanbHO
9TH TUINIOTE3bI MPEIoIaraid HeoOX0AMMOCTh CYIIECTBOBAHMSI Mapbl MOpgore-
HOB — aKTHBATOPa U HHTUOUTOpA — JJIS KaXKI0W OTACITBHO CTPYKTYPHI B COCTaBE
Pa3BUBAIOLIEIOCS OPraHU3Ma, 4TO CO3/1aBaJIo OIPEeIeHHbIe TpyiHOCTU. bonee
IpUEMJIEMON MpeACTaBIseTCS MOAUDUKALIMS THIIOTE3bl MMO3ULMOHHON nHOP-
Manuu, npeoxenHas bepkunapim (Berking, 2003, 2006). Ero moaens o0bsic-
HseT hopmupoBanue rpaauenTa I3, KOTOPBIH CITYKUT OCHOBOM JIJ151 IEPBUYHOM
«pa3METKH» Pa3BUBAIOIIECTOCS OpraHU3Ma MM CTPYKTYypbl. Ha ocHOBe nepBud-
HOU pa3MeTKH GOPMHUPYIOTCS BTOPHUHBIC TPAJUEHTHI H T. JI., B OCHOBE KOTOPBIX
MOT'YT JIEXAaTh T€ K€ IPUHILIUIIBI.

OCHOBHOW OTIIMYNTEIHHONH OCOOCHHOCTHIO MOJeNn bepkuHa sBIseTcs TO,
YTO MUHUMAaJIbHOE YHCIIO MOP(OTreHOB, ClIocOOHBIX KOHTposinpoBats I13, paBHo
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TpeM. Bennunza nosunuoHHoro 3HadeHus D onpenensercss KOJIMYECTBOM Be-
miecTBa A (aKTUBATOP), KOTOPOE MPOU3BOIUTCS B KieTKax. [Ipu HakomiaeHnn A
B kieTkax D Bo3pacraeT. BemecTBo A MOKET BBIACIATHCS U3 KIETOK, IPH 3TOM
MO3ULIMOHHOE 3HAUCHHE CHMKACTCS. BBIJCICHHBIN aKTHBATOP CTUMYJIUPYET U
€ro BBIJICNICHUE U3 KJIETOK, M €ro MPOM3BOJACTBO B KIETKaxX. TakuM o0paszom,
€CTh JIBE TIeTIM aBTOKarain3a. Jlanee, BHIJICIICHHBIN aKTHBATOP CTUMYIUPYET
BBIJICTICHUE IBYX MHTHOUTOPOB (TeTepokaTtaini). B BeIgeneHHON hopme oguH
nx Hux (B) momaBisieT BeIIETICHHE aKTUBATOpa U3 KIETOK, npyroi (C) — moma-
BIISICT MPOM3BOZICTBO AKTHBATOPA B KJIECTKAX.

Ha npumepe ruapbl 3KCIIEpUMEHTAIBHO OBLIO MOKa3aHO, YTO CYIHIECTBYET
rpagueHt cHkeHus: BennuuHbl [13 oTO pra mo HampaBieHHIO K 0a3albHOMY
nucky. B coorBetcTBue ¢ BenmumHON II3 B KOHKpPETHOM MecTe MPOUCXOTUT
aKTHBALlMs BTOPUYHBIX CHCTEM MOP(HOreHOB, OTBEUAIOIUX 3a (JOPMUPOBAHHE
JIOKaJbHBIX CTPYKTYD. IIpenorkena MaTemMaTndeckasi MOJesIb HA OCHOBE MOJie-
au ['mpepa u Meiinxapara (Gierer, Meinhardt, 1972), no3zBonsomiasi 0ObSICHUTD
KaK 3aKOHOMEPHOCTH MOYKOBAHUS U PEreHepaluu y THAPHI, TaK U BETBICHUE Y
crpekaromux (Berking, 2003, 2006; Berking, Herrmann, 2010).

[MpuMeHUTENHHO K aHAM3y PEryJsUu MPOCTPAHCTBEHHON OpraHu3anuu
100ETOB KOJIOHHAJIbHBIX TEKATHBIX TMIPOUIO0B OCHOBHBIC IOJIOKECHUS MOAEIH
3aKJIIOYAIOTCS B CIIEAYOLIEM:

1. ®opmooOpaszoBaTenbHas aKTUBHOCTH BEPXYLIKH POCTA 3aBUCUT OT BEJIU-
yunbl I13.

2. Bennuuna I13 onpenensieTcss KOHIIEHTPALMEH aKTUBATOPa, KOTOpas BO3-
pactaet o Mepe QyHKIIMOHUPOBAHUS BEPXYIIKU POCTA.

3. MunumanesHoe II3 COOTBETCTBYET COCTOSIHUIO CTOJIOHA.

4. MakcumansHoe II3 cooTBETCTBYET rMIIOCTOMY THJIpaHTA.

5. HoBas BepxyIiKka pocTa nodeca 3aKjiaJiblBaeTCsi B MECTE€ C MaKCHMallb-
weiMm I13.

6. CylecTBYIOMIMI 37eMEeHT (CTPYKTypa) HMHTHOMpyeT (OopMUPOBAaHME
CXOIHOM CTPYKTYPhI BOTH3H ceOs.

PaccMoTpuM pa3BUTHE NEPBUYHOIO MEXJIOY3JIHs HoOera Ha NpuMmepe
npencrasutenst cem. Campanulariidae (Hanp., Gonothyraea loveni, Laomedea
flexuosa, Obelia longissima). Y TakuxX BUJIOB THIPOTEKH MMEIOT KOJIbYATYIO
HOXKY. B mporiecce ocenanust TMUMHKA TPUKPEIUISETCS K CyOCTpaTy nepeHuM
KOHIIOM U PacIlJacThIBASTCS IO HEMY, IpUHUMAst POPMY BBIITYKIJIOTO JHCKA, TI0-
KPBITOTO TieprcapkoM (puc. 3a-6). B 1ieHTpe BBIMYKJIONH YacTH 3aKja/ibIBaeTCs
BepXyIlKa pocTa nodera. BosmoxxHo, olpeneneHre MecTa 3aKIaJKki BEPXyILKH
pocTa CBsI3aHO ¢ OBIBIIUM 33JHUM KOHIIOM JIMYMHKH, OHAKO ONPEACICHUE Me-
CTa e MHULUALMH JIETKO OOBSICHSACTCS TUIIOTE301 CaMO-aKTUBAL[UH U JIaTepaib-
Horo unrubuposanus (Gierer, Meinhardt, 1972). B HayanbHBIi MOMEHT MOXKHO
JOMYCTUTH, YTO B MOMEHT 3aKJaJKu Bepxymku pocta 13 B ;anHOM MecTe nMme-
€T MUHUMAJIBHYIO JJI BEPXYIIKH Mo0era BeNUIuHYy (2-3 yCIOBHBIX €TNHHUIIBI),
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OJTHAKO TPEBBIIIAET TAKOBOE, COOTBETCTBYIOIIEE COCTOSHUIO cToNMoHA. [loaTo-
My BEepXyIIKa POCTa HaYMHAET MUK (POPMUPOBAHUS MEXI0y3us moodera. [1o
Mepe ee GyHKIHOHMpoBaHUs BennunHa [13 mocreneHHO BO3pacraet, U B CO-
otrBeTcTBUE ¢ BennuuHoi [13 n3mensiercs GpopmooOpa3oBarebHas aKTHBHOCTh
Bepxyuiku (puc. 3r-e). CHavayia mpoucxoaut GOpMUPOBAHUE MPOKCHUMAIBHOM
KOJIBYaTOM 30HBI MEXKIOY3JIHS, 3aTE€M CIIEAYeT y4acTOK «TJaJKOro» pocTa C
HE3HAYHNTENIbHBIM YBEIWYCHHEM IHaMeTpa BEpXYUIKH, TIOCJIE Yero OnATh Ha-
OII0TAeTCS «KOJNBYATHIN» POCT, OTIUYAIOIIANCSA, OAHAKO, OT MTPOKCUMAIBLHOTO
yyacTka. [Ipu mocTHKEHHHM ONpENeNeHHONM «MakcuMaibHOM» BenuuuHbl I13
BEepXyIIKa pocTa pacmupsercs U (GOpMHUpYeT 3a4aTOK TUpaHTa. YIJIMHEHUC
MEXI0Y3JTHs 3aKaHYUBACTCS U IIPOUCXOAUT auddepeHnnpopka ruapanta. [lep-
BUYHOE MEXJI0y3Jne niodera, chopMUpoBaBIIeecs U3 OCEBIICH JIMYUHKH, MOXK-
HO B BBICOKOI CTENEHBIO JOCTOBEPHOCTH paccMaTpHBaTh Kak oOiafaromiee pa-
IUATHFHON CHUMMETpPHEH, C eIMHCTBEHHON OpaibHO—a00paTbHOM OChIO.

MaxkcumanwsHoe I13 cOOTBETCTBYET I'MIIOCTOMY THApPAHTa. 3aKJiagka ode-
PEIHOI BepXyIIKH POCTa, KOTOpAst JIOJDKHA MPOIOJKUTE HapacTaHUE OCH mo0e-
ra, TOJDKHA MPOU30MTH B MecTe ¢ MakcuManbHbIM 13, OqHaKo CymecTBY IOt
TUJIPAaHT UHTHOMPYET MHUIIMAIINIO BEPXYIIKH POCTA KaK HA CBOEM TeJje, TaK U
Ha ONPEJEIIEHHOM PAacCTOSTHUU OT CBOETO OCHOBAHUS (B COOTBETCTBHUE C THUIIO-
TE30i CaMO-aKTHBAIMH W JIATepaJbHOTO MHTHOMpOBaHM:) (puc. 3e). YJacTok
¢ MakcuMainbHoOW BenmmunHOM I3, rie oTCyTCTBYeT MHTHOMpYIOIee BIUSHHC
TUJPAaHTa, COOTBETCTBYET I'PAHUILIE MEK]y CPEIHEH TIaJIKON YaCThI0 MEXKI0Y3-
U 1 HOKKOU rujpanTa (puc. 3e). Ha aTom ypoBHE EpBUYHOIO MEXI0Y3IHS,
B IIPOU3BOJIBHON OPUEHTAIIMU W MPOUCXOIUT 3aKJIaaKa OYCPETHON BEPXYIIKU
pocta mobera. [Ipon3BOIBHOCTE 3aKJIaKN BEPXYIIKA POCTa CBS3aHA C PAIH-
aJTBPHON CHMMETpHEH KaK BHEITHETO CKeJIeTa, TaK M MATKUX TKaHeH IIepBUIHOTO
MEXI0Y3JTHSL.

HoBas Bepxymika pocrta, cOpMUpPOBaHHAS HAa TEPBUYHOM MEXKIOY3IIHH,
yXKe 3aBeloMo OyneT o0manath «(pyHKIIMOHAIBHOWY» OuIaTepajbHONH CHMME-
Tpueit. V3HauanpHO ee mpuiexkanias (K THAPAHTY MAaTEPHHCKOTO MEX IOy 3JIHS)
cropoHa OyaeT uMeTh 13, HECKOIBKO BBIMIIE, TEM OTCTOSIIAsI CTOPOHA (pHC. 4a,
0). [losTomMy B TeueHUe HabHEHTIIEr0 PYHKIIMOHUPOBAHUS BEPXYIITKH JIaXKe TTPH
YCIIOBHH PaBHOMEPHOTO (II0 OKPYKHOCTHU BEpXYIIKH pocta) Hapactanus I13 ¢
LIEHTPOM aKTHBHOCTH Ha areKce, MpUiekKalias CTopoHa BEpXyIIKH pocTa OyaeT
umeTh 13 HEeCKONBKO BBIIIE, YEM OTCTOSIIAS CTOPOHA. DTUX HE3HAYUTEIBHBIX
otnmunii B Benuuune I13 moctaTodHo miisi OOBSCHEHUS OTKJIOHEHHUS OT paju-
aJTbHOM CUMMETpHH TIPH (DOPMUPOBAHUH BTOPUUHBIX MEXKIOY3JIHi moderos. B
3aBUCHUMOCTH OT Beau4uHbI [13 MokeT, Hanpumep, H3MEHSITHCS pacCTOSTHUE, Ha
KOTOPOM IIPOUCXOAUT OKOHYATEIBHOE 3aTBEPIIEBAHME MTepUcapKa, MPUBOAILEE,
COOTBETCTBEHHO, K YBEIIMUCHHIO UM YMEHBIIICHUIO JIMAMETPa IePUCcapKaIbHON
TpyOKu (puc. 48) (Kossevitch et al., 2001; Kocesuu, 2006). Koraa sxe rpanuna
3aTBepAECBaHUS TepUcapka CMEIIAeTCss OTHOCUTENBHO areKca BepXyIIKH acCH-
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Puc. 4. Bo3HUKHOBEHNE JUCCUMMETPUH IIPH 3aKJIaJIKe OYCPEIHOM BEPXYLIIKH POCTa Ha TIep-
BUYHOM MEXA0y3duHu nodera u (GopMupoBaHue OHIATEPATbHO-CHMMETPUIHOTO BTOPUYIHOTO
MEXJIOY3JIMs B oOerax ¢ CHMIOANAIBHBIM pOocTOM: a-e — 1o Berking, 2006; a — pacnipenencHue
BEIMYHH TO3UIIMOHHOT0 3HAYCHH I (3HAYCHU S BEIOPaHBI TPOU3BOJIBHO) B TKAHSX B 00JIACTH «pa3-
peLIeHHONY 3aKIaJKH (BBIACICHA MPSIMOYTOIBHIHKOM) OYepPEIHOI BEPXYIIKH pocTa (BbLACICHA
CEepPBIM I[BETOM), O — 10 MEpe pOCTa BepXyIIKH NO3UIMOHHOE 3HAYCHHUE ITOCTEIIEHHO BO3PacTaeT
C OJJUHAKOBOI CKOPOCTBIO B TKAHSX, OKPYIKAIOMIMX BEPXYILIKY; HA IPUJICKAIICH CTOPOHE BOIH-
3M BEPXYILIKH CKAaHH UMEIOT MMO3UIMOHHOE 3HAYCHHUE BBIIIE, YeM Ha OTCTOSIIEH CTOPOHE, YTO U
MPUBOJUT B JAJbHEUIIEM K 3aKJaJKe OYSPEIHON BEPXYIIKH POCTa B 3TOW 00JacTH (BbIACICHA
YEepHBIM), 6 — 3aTBEPACBIINI MEPHCApK (TOJICTask YepHAs JIMHHS) CIIYXKUT OMOPON ISl TKaHEeH
BEPXYILIKU pocTa (MOKa3aHbl CEPhIM LIBETOM) ISl TOCTYATEIBHOIO ABMKCHHUs. PaccTosiHUE OT
areKca BEPXYIIKH JIO TPaHUIbl 3aTBEPIACBAHMS MEpUcapKa OMpe/easeT U3MCHCHHE TUaMeTpa
nepucapKaibHOi TpyOKH (1 — rpaHHIla HAXOAUTCS HA OIPEICICHHOM OCTOSTHHOM PAaCCTOSTHIH —
nepucapkaibHasi TpyOKa UMeeT IOCTOSIHHBIH AuaMeTp; 2 — TpaHuIa CMEIIAeTCs K alleKey — JAua-
METp HepUcapKalbHON TPYOKH yMEHBIIACTCS; TPAaHHIA OTOJBUTACTCS OT afieKca — epUcapKaib-
Has TpyOKa pacHIupsieTcs)), ¢ — pe3yabTaT aCHMMETPHUYHOTO C/IBHTa TPAHHIIBI OKOHYATEIHFHOTO
3aTBep/eBaHus eprUcapka OTHOCHTEIBHO areKca BepXy KK — U3rH0 MeprcapKaibHOl TPYOKH 1
HM3MEHEHHE e¢ UaMeTpa, 0 - (opmMa BTOPUIHOT0 OUIaTepabHO-CUMMETPHYHOTO MEXKI0Y3IHUS,
TOYKAMH BBIJICJICH YYaCTOK C MAKCHMaIIbHON KPUBHU3HOM, IIE IPOUCXOIUT 3aKIIaIKa OYCPEIHON
BEPXYIIKHU POCTA.

METPUYHO (OTHOCUTEIBHO MPOAOJIBHON OCH U B COOTBETCTBHE C JOCTUKECHHUEM
omnpenenennoil Bennunnsl [13), To hopmupyemas nepucapkaibHas TpyOKa npu-
oOpetaeT u3rud npu u3MeHeHuu nuamerpa (puc. 42) (Berking, 2000).

B pesynbrare BHEIIHWI CKeJNET BTOPUYHBIX MEXKJIOY3JIHIH MOOEroB pac-
CMaTpPUBAEMbIX KOJIOHUAJIBHBIX THAPOHJIOB NMPHOOpPETAECT XapaKTEPHYIO Ouiia-
TePaJbHO-CUMMETPUYHYIO (opMy. Y BTOPUYHBIX MEXJIOY3JIUil €CTh ITIaBHAs
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Puc. 5. Cxema 3aknajku BEpXyUIKu pocta nodera Ha ctojione. Ilo mepe pocra crosona [13
MIOCTETIEHHO BO3pacTaeT B BEPXyIIKE POCTa CTOJIOHA (TI0Ka3aHo cephIMU cTpenkamu). [Ipu moctu-
KEHUHU TIOPOrOBOr0 3HA4YCHUs (Ha IIKaJIe BBIJCICHO TOJICTOM JMHUEH) B IPOKCUMAJIbHONW 4acTH
BEPXYILIKHU CTOJIOHA IIPOUCXOANT 3aKJjIa/[Ka BEPXyIIKH pocTa rnodera (BbIIe/IeHa CEPBIM LBETOM).
C HauanoM QyHKIIMOHMPOBAHUS BEPXYIIKH pocTa modera B Heif BozpacrtaeT [13, Ho omHOBpeMeH-
HO B pe3yJibTaTe HHIHOUPYIOIIEro BO3ACHCTBHS (IOKA3aHO YePHOU (GUTYPHOIT CTPEIKOi) B Bep-
XYULIKE CTOJIOHA MPOUCXOIUT CHUKeHHe [13 10 MUHUMAIBHOTO, ¥ IIHKJI Pa3BUTHS MEXK 0y 3IIHSI
CTOJIOHA HauMHaeTcs 3aHoBO. Hanmmune rpaauenTa [13 B1oabs CTONOHA TPUBOANT K TTOSIBICHHIO
MpHIIeXKaIei (K BepXyLIKe CTOJIOHA) U OTCTOAIICH CTOPOH BEpXyIIKH mobera (cM. puc. 4). Bpc —
BEpXYIIKa POCTa CTOJIOHA, I'T — THAPOTEKA, C — CTOJIOH.

OpajbHO-a00pabHAsl OCh U Pa3TMYANIUECS TPUIICKAIAS U OTCTOSIIAs CTO-
poHsI (puc. 40). [Ipu 3TOM Ha npuUeKaIei CTOPOHE MEX 0311l B OCHOBAaHUHU
HOXKKH THAPOTEKH MOSIBIAETCS XapaKTEPHBI, aCCUMETPUYHO PACIOIOKEHHBIN
BBIITYKJIBIN YUacTOK Tepucapka (puc. 40). 3Ta HEOMHOPOTHOCTEH (POPMEI TIEpH-
capka B 00JIacTH, TJIe IOJKHA TPOUCXOIUTHh HHHUITHAIINS 04ePeTHON BEPXYIIKH
pocta mobera, «obyerdaer» U «hUKCHPYET» MECTO 3aKIJIAJIKH OUYEPETHOW Bep-
XYIIKU pocTa. B3anMoseiicTBie MATKUX TKaHEH ¢ BHEIIHUM CKEJICTOM OKa3bl-
BaeTCS HEOJJUHAKOBBIM IO OKPY)KHOCTH Ha 3TOM YPOBHE «MATCPUHCKOT0» MEX-
JIOY3JIdsl, YTO U HCIOIb3YyECTCS KaK «CHUTHAI» JUJIS BhIOOpA MECTa MHHUIIMAIMH
ouepenHoit Bepxymku pocta (Kossevitch, 2002; Kosevich, 2005).

[Ipu pa3BUTHY CIIEAYIOMIETO MEXKI0Y3ITH S BCE TIOBTOPSETCS, HO MEXI0Y3ITHE
OKa3bIBaeTCs MOBEPHYTHIM Ha 180 rpasycoB BOKPYT TJIaBHOW OCH OTHOCHTEIb-
HO OpPHEHTAllUd MaTEPHHCKOTro Mexjaoy3ius. DopMupoBaHue Bcei ocu moode-
ra MOJYUHSCTCS MPABHIIY BEEPOBUIHOIO CUMIIOAHAIBHOTO pocta. Och modera
npuodpeTaeT OUIaTepaIbHYI0 CUMMETPUIO, UJIH, CTPOTO TOBOPS, CUMMETPHUIO
CKOITB3SIIIETO OTPaKEHHUS.
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[IpennoxeHHbI MEXaHU3M PETYISAINHA MOXKET OBIThH HCITONB30BAH 151 00B-
SICHEHUSI OTHOCHTEIFHOTO TIOCTOSTHCTBA PACCTOSHUN MEXy moOeramu Ha CTo-
noue (puc. 5) (Mapdenunn, Koceruy, 1984b; Koceruu, Mapdenun, 1986). Kpome
TOTO, YK€ MepBOC MEXA0Y3JIne nodera, pa3BUBAIOIIETOCS Ha CTOJIOHE, POopMU-
pyercs OriiaTepaibHO-CUMMETPHYHBIM, KaK U JTH000W BTOPUYHOE MEXKI0Y3IIHE.
VY Takoro Mex0y3JI1s MOKHO PAa3IHUUTh MPHIICKAIYO (K BEPXYIIKE CTOJIOHA)
1 OTCTOSIIYIO (CMOTPAIIYIO K IEHTPY KOJOHUH, K OCHOBAHHIO CTOJIOHA) CTOPO-
HBL. OTO OOBACHSET OPUEHTAIUIO TIEPBOTO MEXJIOY3JIHS M00era OTHOCHTEIBHO
HaIpaBJIeHHS POCTa CToJOHA (pUc. 16) y BHJIOB TEKATHBIX THIAPOUIOB C CHUM-
MOANAJIEHBIM BEEPOBHIHBIM TUIIOM POCTa OOETOB U THAPAaHTAMHU C HOXKKaAMHU.

[lepexo OT BEepOBHUIHOI'O CUMIIOANATBLHOTO THIIA POCTA MOOETOB K CepIIo-
BUHOMY (pHc. 22) TpeOyeT ABYX OMOJHUTENbHBIX «ycIoBUui». [lepBoe — oTCyT-
CTBHE YETKO BRIPAKEHHOH HOXKKH THIAPOTEKH (pHC. 6). B TakoMm cirydae mo mepe
(hopMupOBaHMS MEKIOY3IUS MTPOUCXOIUT TIOCTENICHHOE YBETNUCHHE JUaMeTpa
BEpXYIIKH POCTa, 00ECTIeYNBAOIIEe IIABHBIHN MePEX0j] MKy MEXKI0Y3JIHEM 1
OCHOBaHUEM THAPOTEKU. Takoe M3MEHEHHE B OpraHU3alui MEK0Y3JIHsl Jalle
BCETO KOPPENHUPYET C YMEHBIICHHEM HHTUOMPYIOIIETO BIWSHUS THAPaHTa Ha
MHHIHUAIHNIO OYePETHON BEpXYIIKH pocTa modera. ITo 03HAYaeT, YTO Ouepe/l-
Has BEpPXyIIKa POCTa 3aKJIabIBAETCS B OCHOBAHHMH THIPAHTA.

Cpenu BUJOB TEKAaTHBIX THAPOUAOB C BEEPOBHIHBIM CHMIIOAHAIBHBIM TH-
[IOM POCTa NOOETrOB MOXKHO MPOCIEINTh TEHACHIUIO K YBEIUUYCHUIO TUamMeTpa
BEPXYIIKH pocTa mobdera no mepe GopMUpOBaHUS MEXKIOY3IHUS U [0 MEpe Po-
cra mobera (Hamp., Pyataeva, Kosevich, 2008a; I1sraeBa, Kocepuu, 2008). B
9BOJIOIMOHHOM IUJIaHE 3TO MPUBOIUT K (DOPMUPOBAHUIO MTOOETOB € CUISTINMHU
THIPOTEKAMH, a Tak)Ke YACTUIYHOMY WJIH MTOJTHOMY «CPAacTaHHIO» THIPOTEK CO
cTBoJIOM TIo0era (puc. 66-2). OmHaKO B OONBIIMHCTBE CITyYaeB CUMITOUATBHBIN
BEEPOBHJIHBIN THIT POCTA TAKUX TIOOETOB OCTaeTCs yY3HaBaeMbIM. BMecTe ¢ Tem
MEPBUYHOE MEXKI0Y3JHe ITo0era, pa3BUBAIOIIETOCs U3 OCEBLICH THYMHKH, OCTa-
€TCs paJluajIbHO-CUMMETPUYHBIM (pHC. 60).

Bropoe «ycnoBue» mepexosia OT BEEpOBHUIHOTO CHMIIOAHAIBHOTO THITA K
CEPIIOBUAHOMY — ATO OTPAaHWYCHHE YBEIWYCHHS IHaMeTpa BEpXyIIKH modera
o Mepe (GOPMUPOBAHUS MEXKO0Y3THUs. BBITOTHEHUE STOTO «YCIOBHUS» MTPUBO-
JUT K TOMY, 9YTO JIHAMETP THIPOTEKH 3HAYNTEIHHO MPEBHIIIACT JUAMETD BEp-
XYLIKHA pocTa B mpouecce GOpMUPOBAHHS MPOKCUMAIBLHONW U CpeIHEeH 4acTh
MEXI0y3us (puc. 7a).

BeinonHeHe 000MX TIePEUNCIICHHBIX «YCIIOBUI» 00eCTIeUrBaET Tepexo K
CEPIIOBUAHOMY CHMIIOIMATIFHOMY poCTy moOera. IlepBununoe Mexpoy3nue co-
XpaHsIeT paauajlbHO-CHMMETPUYHYIO0 (POpMY BHEUTHETro cKenera. Takxe Kak
Y MPU BEEPOBHUJIHOM CHMIIOAHAIBHOM POCTE, JIF0O0E BTOPUYHOE MEKIOY3JIUE
OKa3bIBaeTCsl OuarepanbHO-cuMMETpUYHBIM. OJJHAKO B JAHHOM citydae OoJjiee
Beicokoe I13 Ha npruiekaieli cTopoHe MEXJI0y 31K 03HAYAET, UTO PACHIMPEHHE
BEPXYIIKH POCTA MPH Tepexojie K GOPMUPOBAHHUIO TUAPOTEKHU Ha TIpUIICKAIIEH
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Puc. 6. I3MeHeHHe OpraHu3anuy Ho0eroB ¢ CUMIIOIHAIBHBIM POCTAaM BCIEACTBHE HCYE3HO-
BEHUS HOKKH THJIPAHTA: d — CXeMa H3MEHEHHU ST MEeXI0Y3JIHs 1mo0era IIpu HCUe3HOBEHUH HOXKHI
TUApaHTa (BBIAENICHA CEPBIM [BETOM); O-2 — TPUMEPHI MOSBICHUE «CUIIIUX» (0 M 2) U CPOCIIHX-
Csl CO CTBOJIOM 1o0era r'uipoTek (6): 6 — TepMUHaIbHas yacTh nobera Sertularella gigantea (cem.
Sertulariidae), 6 — yuacTok cTBoNa nmodera Salacia articulata (cem. Sertulariidae) (mo: Cornelius,
1979), ¢ — TepMuHaNbHAsA YacTh odera Abietinaria abietina (cem. Sertulariidae), 0 — mepBuUHON
panuanbHO-CHMMETpUYHOe Mexaoy3nue Hydrallmania falcata (cem. Sertulariidae).

CTOpOHE HAUYMHACTCS paHbIIle, YeM Ha oTcTosmel (puc. 7a, cp. puc. 42). B pe-
3yJIBTaTE AAKE «YCIOBHO PajMalibHO-CUMMETPUYHAS» THIPOTEKA OKA3bIBACTCS
PacIooKEHHON AUCCUMMETPUYHO OTHOCUTENBHO TJIaBHOHW OpajbHO-a00palib-
HOW OCH BTOPUYHOTO MEXIO0y3ius. [Ipy 3TOM MecTo MHUIHMALKMKA OYepEIHOM
BEPXYILIKH POCTA, COOTBETCTBYIOIIEE TAKOBOMY Y BUJIOB C BEEPOBUIHBIM CHM-
MOAMAIILHBIM POCTaM, OKa3bIBAETCSl PACIIONOKEHHBIM Ha OTCTOSIICH CTOpPOHE
MEXJIOY3JIMsl B OCHOBAaHMH T'HAPOTEKH. IMEHHO B 3TOM MecTe MaKCHMaJbHOE
I13 u orcyrcTBHE MHIHMOMPYIOIIEr0 BIUSHUS CYIIECTBYIOLIETO T'MIPAaHTa CO-
BITaJIa€T C MaKCHMAaJIbHOM TOJOXHUTEIBHON KPUBWU3HOHN mepucapka (puc. 7a)
(Kossevitch, 2002). Kak pe3ynbraT — Ha OCHOBE CXOJHOI'O MEXaHU3Ma PEryJisi-
uuu (HopMooOpa30BaHUsI MbI MOJy4aeM CEPIIOBUIHBIN BAPHAHT CUMIOAHAIb-
HOTO pocTa Mmo0eroB, Korjaa Bce THAPOTEKH Ha OCH Todera (CTBOJA MIJIM BETBH)
pacroyiaratoTcst Ha OHOU CTOpoHE (puc. 70, 8).

Mps1 pacemoTtpenu (popMupOBaHWE OCHOBHBIX, 0a30BBIX BAPHAHTOB MIOOETOB
y TEKaTHBIX TMAPOUI0B. B neficTBuTENnbHOCTH, pa3HOOOpa3ue BapHaHTOB MPO-
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Puc. 7. I3MeHeHne OpraHu3ainuu moberoB ¢ CHMIOIUAIBHBIM POCTaM BCIICICTBUE HCYE3-
HOBEHHS HOXKKM T'MIPaHTa M OIPAaHMYCHUS YBEIHUYCHHUS JUaMeTpa BEPXYIIKH POCTa MO Mepe
(opMHPOBaHHS MEXI0Y3IHs 10 GOPMHUPOBAHUS THIPOTEKU: d — cXeMa (pOpMHUPOBAHUS BTO-
PUYHOTO MEKIOY3JIMsl Ha MEPBUYHOM paAJUaIbHO-CHMMETPHYHOM; CEPBIM I[BETOM BbIJCJICHA
obnacTh «3ampera Ha GOPMUPOBAHHE» BEPXYIIKH POCTA, IPAMOYTOIbHUKOM — 30HA 3aKJIaJIKN
OYEPEHOM BEPXYIIKHU POCTa MOOera; 6-6 — MPUMEPHI TOOETOB ¢ CEPIIOBUIHBIM CUMITOUATBHBIM
TUIIOM pocTa: 6 — mober Ophinella parasitica (cem. Kirchenpaueriidae) (mo: Bouillon et al., 2006),
6 — ydacTok BeTBu Halopteris alternate (cem. Halopterididae) (mo: Agis et al., 2001); oBp — mecTo
3aKJIaJIK1 OUepeTHON BEpXyIIKH POCTa HAa BTOPHYHOM MEXJI0Y3JINH modera.

CTPAaHCTBECHHOW OpPTaHU3AINU MMOOCTOB M MX CHUMMETPHHHBIX (GOpM B JaHHOMU
TPYIIIEe >KHBOTHBIX TOPA3/I0 BBIIIE. DTO CBA3AHO C TEM, YTO Y MHOTHX BHIOB Te-
KaTHBIX THAPOUIOB CO CIOKHO OPraHW30BaHHBIMU IMOOEraMu psiji IapaMeTpPOB
pa3BuTHs (M3MEHEHHE TMaMETPa BEPXYIIKH POCTa, PACCTOSTHIE HHTMOUPYFOIIIE-
r'0 BO3JICHCTBUS CYIIECTBYIOIIUX CTPYKTYP Ha 3aKJIaJIKy CXOJHBIX 00pa30BaHHI
U T. TI.) MOT'YT U3MEHATHCS B 3aBUCUMOCTH OT MeCTa MOJIOKEeHH S Ha 1obere (Bep-
XyTIKa pocTa CTBOJIA, OOKOBOW BETBU 1-TO, 2-T0 MOPSIAKA) HJIK B KOJIOHUH (TIep-
BHYHBIN TOOET, BTOPUYHBIN To0er u T. 1.). B pe3ynbraTe, MpocTpaHCTBEHHAS
OpraHu3anus U CUMMeTpHitHas popma gacTell moderos (CTBOJ, BETBH pPa3HOTO
MOpSJIKA | T. T1.) MOKET OBbITh pa3HOU. [IpuMepsl 3 TOMY MHOTAA BCTPEUAIOTCS B
onucanuu BuioB (Haymos, 1960; Bouillon et al., 2004), Ho moapoOHO U3yUYeHBI
JIUIIb JJIs HeOOJIBIIOro uncia BuoB ruapouioB (Kocesuu, Mapdenun, 1986;
Kocesmu, 1991a, 2003; Kosevich, 2006; Pyataeva, Kosevich, 2008b; IIsTaera,
Kocesuy, 2008). OTu Bapuamu MOTyT OBITh OOBSCHEHBI C MMO3UIUH OTHON 00-
Cy’KJIaeMO MOJICNIH, C YYETOM BapbUPOBAHUS TApaMETPOB.
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3AKJIIOYEHUE

Ha ocHoBe 0J1HOTO 1 TOTO K& 6a30BOr0 MEXaHMU3Ma perysinuu GopmMoodpa-
3oBanus (Mozenb bepkuna (Berking, 2003, 2006), ocHOoBaHHasi Ha THUIIOTE3aX
«TIO3ULIMOHHON MH(OpMALN» U «CaMO-aKTHUBALUKU U JIaTEPaJIbHOIO MHIMOH-
POBaHUA») BO3MOXKHO 00BSICHEHHE TPOCTPAHCTBEHHON OpraHU3alii OCHOBHBIX
BapHaHTOB MOOETOB Y TEKaTHBIX I'MAPOHUJIOB. BaxkHBIMU mapaMeTpamu pa3Bu-
THS OKa3bIBAIOTCS TUAMETP BEPXYIIKH POCTa (OCHOBHOI'O MOP(OreHeTHUECKO-
T'0 MOJYJISI KOJIOHMH) ¥ BPEeMsl 3aKJIaJJKH OYePETHON BEPXYIIKH POCTa OTHOCH-
TEJIbHO MOMEHTA 3aBeplueHUs (POPMUPOBAHUS MATEPUHCKON CTPYKTYPhI (MEX-
noysnus) (Koceswu, 2012). Eciim Hamie mpenmosiokeHHe BEpHO U PEeryJIIsius
(hopMo0Opa30BaHUsl y KOJIOHUAJBHBIX TEKATHBIX THIPOUIOB OCYIIECTBISCTCS
Ha OCHOBe Mozesn bepkrHa, ToO MBI IOTy4aeM OTBET Ha BONPOC, IOUEMY Yy JKHU-
BOTHBIX C MpeoOyafaronell paarualbHOl CHMMETpUeil HaOIromaeTcst epexon
K OujarepaibHOW CUMMETPUH WM KOMOMHAIMW OMJIaTepalbHOM CHMMETPHH
(Momyse#) ¢ CHMMETpPHEH CKOJIB3SIIEr0 OTPaKCHUS (IT0OET KOJIOHHUH B IICIIOM).
B ocHoOBe Takoro U3MEHEHHS] CHMMETPUNUHBIX OTHOLICHUH JIOKUT U3HAYAIbHO
LUKJINYECKHH XapakTep GopMooOpa3oBaHus TEKATHBIX TUAPOHI0B. CBs3b Bop-
M00Opa30BaTEIbHBIX UKIOB C CHMMETPUHHBIMU (popMaMH B JaHHOM CiTydae
MOATBEPIKAAETCS TEM, YTO CXOJHBIE MTPOCTPAHCTBEHHBIE OTHOIICHUSI MOJYJIECH
00HApYKUBAIOTCS Y HEPOJICTBEHHBIX OPTaHU3MOB, HAIPUMED, Y PA3HBIX TPYIII
pacTeHHH M KOJIOHHAIBHBIX TUIponaoB (MaMkaes, 2004).

Ha naHHBIII MOMEHT CIOXXHBIMHU ISl IOHUMAaHHS U OOBSICHEHHS] OCTAOT-
Csl IPUYMHBI U3MEHEHUS HaMeTpa BEPXYLIKH POCTa — HE B TEUEHHE OIHOIO
MOP(OreHETHYECKOT0 IIUKJIa, & B OHTOT€HEe3€¢ HEKOTOPBIX BHUIOB THIPOHUIOB,
W B DBOJIIOLIMH 3TOH TPyNIbl B 1ejoM. [lnan opranu3anuy THIPOUIHBIX OCTa-
€TCsI OYeHb KOHCEPBATUBHBIM, U MOXKHO OBLIO OBl 0KUAATh, YTO M MEXaHU3M
MOJ/IEPKaHUS pa3MepoB (B IEPBYIO OYEpe/b — AMAMETPa JIBYXCIIOWHOU TPYyOKH
TeJa) CoXpaHsieTcs y BcexX IpeacraBuTencii. Bmecte ¢ TeM, aHanu3 peajbHbIX
(opM NOKa3bIBAET, UTO JUAMETP TPYOKHU Teja Aa)ke B Mpeenax OJHOro opra-
HU3Ma MOXET pa3indarbcsi YyTh JIM HE Ha nopsiaok. [lpennoxkena moaens, mo-
3BOJISIIONIAST OOBSCHUTH (POPMHUPOBAHKE TPYOUATHIX CTPYKTYP U MOJACPIKAHUE
WX MIPOTIOPIMHN, OCHOBaHHAS HA MEXaHU3ME «JIaTepalibHOM aKTHBAIIMHA B3aHMHO
HCKIJTIOYAIONTUX KJIETOYHBIX cocTostHUI» (Berking, Herrmann, 2010) (ocHOBaH-
Hasl, B TOM 4HCJIe, U Ha TUIIOTE3€ «CaMO-aKTHUBALUU U JIATEpaIbHOrO HHIMOUPO-
BaHU»). DTa MOJIEJIb TAK)KE OCHOBAHA Ha CYIIECTBOBAHUN HEKOTOPBIX CUTHAJIb-
HBIX MEXaHHU3MOB WM «MOp¢doreHoB». OTHUMH U3 KaHAMIATOB B MOpQOreHe-
TUYECKH Ba)KHBIC CUTHAJIbHBIC MEXaHU3MBI Y CTPEKAIOLINX B MTOCIIEHEE BPEMSI
paccMaTpuBarOTCs dNIeMEHThl Wnt-curnansHoro nytu (Wat, b-catenin u Tcf)
(Hobmayer et al., 2000; Hoffmann, Kroiher, 2001; Guder et al., 2006).

Jpyroii c10XHbBIN 1151 MOHUMAaHMS BOIIPOC — 3TO HAJWYUE WA OTCYTCTBUE
HOXKH THAPOTEKH y TEKATHBIX I'UAPOUI0B. Hannune HOXXKM TMAPOTEKH Orpa-
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HAYMBAET TOTEHIIMATBHOE pPa3HOOOpa3We MPOCTPAHCTBEHHOW OpraHU3aINH
mo0eroB HEMHOTOYHCIICHHBIMH BapHalldsIMU, OCHOBAaHHBIMH Ha BECPOBHIHOM
CUMIIOJIUATBLHOM THUIIE pocTa. DyHKIIMOHATBHBIE IPEUMYIIECTBA HATUYHS HOXK-
KM TUAPOTEKU OYEBUIHBI (ONIpeaesieHHast THOKOCTh, MPEA0TBPAIAIOas H3JI0M
neprucapkaIbHON TpyOKU Ha CHJIBHOM TEUCHHH), HO HE OUCBUIHBI MEXaHHU3MbI
Y IPUYHHBI KITOTEPU» HIIN «IIPUOOPETEHHS» HOKKHU B 3BOIIOIIMOHHOM TIJIaHE.

ABTop BBIpaxkaet 6maromapaocts mpod. L. bepkuny u ap-py K. Xepmany
(3oonoruveckuit MHCTUTYT YHHUBepcuTeTa I. KénbHa, ['epmManms) 3a KOHCTPYK-
THUBHOE 00CYKJICHHE MPOOIEMEL.
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A SYMMETRY IN THE THECAPHORE HYDROZOA COLONIES
(CNIDARIA, HYDROIDOMEDUSA, LEPTOMEDUSAE):
TRANSITION FROM RADIAL TO BILATERAL SYMMETRY

I.A. Kosevich

Hydroid polyps (Cnidaria, Hydrozoa) are characterized with the dominated radial
symmetry. With the help of Berking’s model (Berking 2003, 2006), which is based on
the position information and “self-activation and lateral inhibition” hypothesis, we ana-
lyzed the transition from radial symmetry of the primary module to a bilateral sym-
metry or glide symmetry of complex shoots among thecaphore hydroids (subclass Lep-
tomedusae). We showed that regulating of three-dimensional structure and alteration of
symmetry type are side effects of mechanisms of the modular organisms development’s
regulation, which are based on cyclic morphogenesis.

Keywords: colonial hydrozoa, cyclic morphogenesis, radial symmetry, position in-
formation, model.
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Mopghozenes 6 uHOUBUOYATLHOM U UCTIOPULECKOM PA3BUINUL. CUMMEMPUSL U ACUMMeEMPUsL
Cepus «l'eo-6uonocuueckue cucmemsoi 8 npownomy». M.: IIMH PAH, 2013. C. 125-144
http://'www.paleo.ru/institute/publications/geo/

ABYCTOPOHHSAA CUMMETPHUS B OHTOI'EHE3E
U IIPA PETEHEPALIMU Y PYT0O3 (CNIDARIA; ITIAJTEO30M)

© 2013 C.B. Po:xxHoB
Ianeonumonoeuuecxkuit uncmumym um. A.A. bopucaxa PAH, Mockea
rozhnov@paleo.ru

Hlupokoe pacnpocTpaHeHHe OOKOBOIO MPHUKPEIJICHUS y OJAMHOYHBIX
pYro3 yKasblBaeT Ha OCeJaHHe U NPHUKPEIJICHNE UX JINYUHOK OpIOIIHON
cTOpoHOH. IlMOCKOCTH CHMMETpPHHM KOpajuIMTa pyro3, 00O3HAYEHHAs
TJIABHOW W TIPOTHBOIIOJIOKHON CENITaMM, COBIAAACT C MIOCKOCTHIO CHM-
METPHUH JIMYNHKHU, HA 9TO YKa3bIBAET PACIIOJIOKEHHE TITaBHOH CENTH U
pyOlia mpuKperyieH!sl Ha OTHON CTOPOHE KOpaJLIHTa. DTO ¢ OOJNBIION Be-
POSITHOCTBIO CBUJIETENLCTBYET O MPUCYTCTBUU Y TUYUHKHU PyT03 MapHbIX
ME3CHTEpHEB, M0 KpaiHeW Mepe, Ha OPIOIIHOW cTOpoHe. becckeneTHbie
NPEIKH PYro3, HEMOCPEICTBEHHBIE WU yAAJECHHbIE, UMEIU IIaHYJI00-
OpasHbIll 00UK U OPIOIIHYIO, 8, BOSMOKHO, I CTUHHYIO ITapy Me3ceHTe-
pueB. OHM Ben OEHTOCHBIN 00pa3 KU3HH, 101321 Ha OPIONTHON CTOPOHE,
U MUTAJIUCH JOHHOW MOJypa3jokuBIIehcs opranukoil. M3yuenue pere-
HepalyK y pyro3 rnokasajo, 4TO Ha CKeJIeTe MOIJIU ObITh OTPaKeHbI BCE
TPH PEereHepalnuoHHbIX IIyTH (AnUMOp}o3, Mopdalakcuc 1 KOMIIeHCa-
[IHOHHASI pereHepars). Mopdaitakcuc mposBIISICS B BUAC HEOOTBIINX
MTOYEK Ha TTOTHOIIEM MaTePHHCKOM KopaynuTe. M3ydeHne pa3BUTHS dTUX
MTOYEK ITOKA3aJ10, 9TO (OPMHIPOBAHUE CENT Y HUX OPTaHU30BBIBAIOCH O]
BIMSTHUEM peibeda MOBEPXHOCTH MAaTEPUHCKOTO KOPAJIINTA, Ha KOTOPOM
HAXOJUJICS 3a4aTOK. Me3eHTepHH Ha PAaHHUX CTAAMSIX Pa3BUTHUS IMOYEK,
BUIMMO, OTCYTCTBOBAJIH.

Krrouesvie cnosa: pyrossl, KapOoH, perenepaiiusi, Mopdaliakcuc, Me3eHTe-
pUH, OHTOTeHE3,IIaHyIIa, CPABHUTEIbHAS MOP(HOIIOTHSL.

BBE/IEHNE

Pyro3sr siBisit0TCS MOPOIOTHYECKH XOPOIIO OYePUCHHOM Py IO mnae-
030HCKHMX KOPAJIJIOB, IJIsI KOTOPOH XapaKTePHBI KAJIBIIUTOBBIN CKEJET, TOCTPO-
CHHBII cenTaMu OOBIYHO JIBYX IOPSAKOB, PACIOJIOXKEHHBIX OuaTepajbHO
U B OHTOI'€HE3€ MOABIAIOIINXCS B YETBIPEX CEKTOPaX, TOPU30HTAIBHBIE THU-
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Ija B LEHTPaJIbHONH 4acTH KOPAJJINTA U JHUCCEINHUMEHTHI B NEepUPEPUUECKOil
4acTH, SIIUTEKA, TOKPBIBaIOIIasi 00KOBYIO IIOBEPXHOCTH KopaynuTa (Scrutton,
1997). OGBIYHO MX paccMaTpUBAIOT B paHIe OTPAAA CPEAU OPYTUX JCBATH
oTps0B B mojkiacce Zoantharia kiracca Anthozoa Tuna Cnidaria (Scrutton,
1997). HazBanue pyro3sl 1 HuX Obuio BBeieHo [ Dasapacom u J1. Xeiimom
(Edwards, Haime, 1850) u3-3a cuiibHO MOPIIMHHUCTOHN dnuTeku. Hepenko ux
Ha3bIBAIOT YETHIPEXJIyUEBbIMU KOPAJJIAMH M3-3a 3aJI0KEHUS CENT B YETHIPEX
CEKTOpax, WJIM NTEPOKOpaIAMH M3-3a MOJYYaloMIerocst IpH TaKOM 3aJI0XKe-
HUHM CeNT UX NIEPUCTOM PUCYHKE Ha TIONIEPEUHOM cpe3e Kopauuta. Cpeau oT-
psiza pyros BeLIEIAIOTCS 17 Tpynn HOAOTPSAHOTO paHra, GUIOreHeTHIECKUe
OTHOILIEHHUS MEXJy KOTOPBIMU HEIOCTAaTO4HO sicHBI (Scrutton, 1997). Oto
CBSI3aHO, C OJTHOH CTOPOHBI, C OTCYTCTBHEM MEPEXOJHBIX HOPM MEXKIy HUMH,
a ¢ Ipyroil CTOPOHBI, ¢ OTPHIBOYHON U3yUEHHOCTBIO MOP(OJIOTHH UX CKEJIETa
Ha PaHHUX CTAJUIX €ro pa3BUTHs. JJOCTATOYHO TEMHOM OCTAeTCsl IPOUCXOXK-
JCHUE PYro3 B LIEJIOM U MX CBA3b CO CMCHHUBIIMMH MX B ME30KAHHO30MCKUX
coo0IecTBax IECTUIYYeBbIMH Kopaigamu (ckiaepakTuHusimu). [locnennue
JOCTaTOYHO CXOJHBI C PyTo3aMHy 1Mo o0meMy o0JUKY, HO UMEIOT H PsIf cyle-
CTBEHHBIX OTJIIMYWM, 32CTABJISIONINX COMHEBATHCS B MPABHIIBHOCTHU MPEIO-
JOKEHUSI 0 Pyro3ax Kak Impeakax ckiepakTuHuil (0030p cm. Kemmep, 2012;
Budd et al., 2010; Stolarski et al., 2011). Cpenu 3Tux oTnuunit GUTYpUpPyOT
O0COOCHHOCTH 3aJIOKEHUSI CENT, KaJIbLIUTOBBIN CKENET Y Pyro3 B MPOTHUBOMO-
JIOKHOCTh aparOHUTOBOMY Y CKJIEPaKTHHHH, TePMaTUIHOCTH MEJIKOBOIHBIX
CKJIEpAaKTHHHUH M arepMaTUIIHOCTh Bcex pyro3. ComocraBieHue MOpHOIOTuu
CKeJIeTa pyro3 W JeTajieil ero OHTOreHETHYECKOr0 pa3BUTHS ¢ Mopdooruei
CKeJeTa, MSTKUX TKaHEeH U INYMHOYHBIM Pa3BUTHEM CKJIEPAKTHHUI 1aeT HO-
BbI€ BO3MOXKHOCTH JJI51 PEKOHCTPYKLIHMH (PUIIOTEHETHUYECKOH CBSI3U 3THX JBYX
IPYII, XOTSI U CTAaBUT IPH 3TOM HOBBIE pobaembl. Cpeau 3Tux npodiem He
TOJIBKO BO3MOXXHOCTH MEPECTPORKH 3aJ0KECHHS YETHIPEXIYyUEeBOr0 MePUCTO-
r'0 3aJI0KEHUS CEINT Y Pyro3 B MHUKINYECKOE MECTHIIYUEBOE UX 3aJI0KEHUE Y
CKJIEPAaKTUHUI, HO U NIPUYUHA IIHPOKOT0 PacHpOCTPaHEHUsI OOKOBOIO MpH-
KpPEIJIEHUs Y OJUHOYHBIX PYro3 W BOIPOC HAJUYHUs Y Pyro3 ME3eHTEpHUEB.
Ecnmn nepBomy Bompocy nocssiniena Oosbias autepatypa (0630p cM. Oliver,
1980, 1996; Unbuna, 1984; Kennep, 2012; Ky3smuuesa, 2002; Scrutton, 1997),
TO TIOCIIEHME JABE MPOOIEMBI JIe)KaT HECKOJIBKO B CTOPOHE OT OCHOBHBIX Ha-
NpaBleHUH M3yYCHHS dTUX JBYX rpymi. OHU NPEeUMyIIECTBEHHO U paccMma-
TPUBAIOTCS B JaHHOU cTaThe. HecMOTps Ha HENOCTATOYHYIO ONIPEAEICHHOCTD
(uIOreHeTHYECKNX OTHOLIECHUN PYT03 U CKJICPAKTUHUN, MOP(OIOrUs U OH-
TOTEHE3 COBPEMEHHBIX MPEACTaBUTENCH CKICPaKTUHUN Jal0T OoraThlil cpas-
HUTENBHBIA MaTepuan AN PEKOHCTPYKIIMU MSTKOTO Teja U 0COOEHHOCTEH
WHMBH1YaJIbHOTO PA3BUTHUS PYTO3.
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PA3BBUTHE JINUMHKN Y COBPEMEHHbBIX CKJIEPAKTUHUI
N HAYAJIO 3AJIOKEHUA ¥V HUX CEIIT

JI1si cOBpeMEHHBIX MIECTUITYUEBBIX KOPAJIOB XapaKTepHa CBOOOIHO-IIIA-
BaroIas JUYMHKA, Ha3bIBaeMas Iianyioun (003op cm. Fadlallah, 1983). Mopdo-
JOTUYECKUH YPOBEHb OPraHU3aIMY TIAHYJIBl BAPBUPYET B MIMPOKUX Mpeaenax
(Heltzel, Babcock, 2002). O M0OkeT COOTBETCTBOBATH TOJIBKO YTO MPOIIE/IICH
racTpyJsiiui, MOXKET OTBeYaTh HayalbHBIM CTaAHsIM (POPMUPOBAHUS MOJIHUIIA,
y>Ke UMesl POT, CTOMOJICYM U MOJTHBIH HA0Op NMEPBUYHBIX Me3eHTEepHEeB. Bo3mMoxk-
HBI Pa3HOOOPA3HbIE IPOMEKYTOUHBIE MEXK Yy STUMH ABYMS KPaHUMU CTaaANs-
MU pa3BUTHA TUIaHYIIbl. DopMa mIaHyIIbl MOXKET 3HAUUTEIFHO BapbHPOBATh, HO
B IIEJIOM OHA BBITSHYTas BIOJIb OPaJIbHO-a00pabHON OCcH. AGOPaIbHBIN KOHEI]
MJaHynbl Hanbosee IUPOKUMA | SIBISIETCS MEpPEeJHUM NpPU JBHKCHUHU JTHYMH-
Ku. Pazmepsl m1anynnbl 0OBIYHO JOBOJIBHO OOMNbIIKE — 1-2 MM MpH OTICICHUH
OT poauTenbckoro mnonumna. Ho Hepeako OHU 3HAYMTEIBHO MeHbIIe. MHOrue
TIJIAHYJIBI MOTYT MTUTATHCS, 3aXBATHIBAS HIIEBBIC YACTUIIBI C IIOMOIILI0 MYKYC-
HOI CEeTH MJIU C ITOMOIIBI0 PECHUYEK, NePEeMEIaoNX TOKOM BOBI YaCTHIIBI C
abopaJIHOTO TOJIOCa K OpajibHOMY, IJIe OHU TONaAaloT B poT. Ho ams MHOTHX
MJIaHYJI HET HEOOXOAMMOCTH B CIEMAJILHOM YJIABIUBAHUU MMUIIH, TAK KaK OHH
JUISl TATAHUS UCTIONB3YIOT JKEJITOK, a ocesiatoT yepe3 1-2 1Hs mocie Havaa ca-
MOCTOSITETIBHOM OT POJUTEIHCKOTO TIOJIHIIA KU3HH. BONBIIMHCTBO MIIaHyJ CBO-
00IHO IUIABAIOT B TOJIIIE BOABI, XOTSI HEKOTOPOE KOPOTKOE BpPEMs B HaJale ca-
MOCTOSITEITBHOM KU3HH MOI3A0T 110 cyOcTpaTy. HekoTopsle mitaHyInbl SIBISIOTCS
CTPOro OEHTOCHBIMH U MOTYT TOJIBKO MOJI3aTh 10 cyOcTpaTy. OOBIYHO MIIaHYJIbI
MpeTepreBarT Hauajao MeTaMopdo3a B MOJHI elle Nepes OCaKICHUEM Ha Cy0-
cTpat. HecMoTps Ha TO, 4TO MHOTHE KOPAJLIIBI CIIOCOOHBI )KUTh Ha MSTKOM I'PyH-
Te, TS IPUKPETLICHHSI TUIAH YTl HEOOXOAMM XOTsI Obl MaJIeHbKHI TBEPIIbIH 00b-
eKT Ha JIHE JUIS CHETIJICHUS CO CKeJIeTHBIM MarepuaitoM. [Ipukpenienune npowuc-
XOIHUT a0OPaIILHBIM HOJIIOCOM, TIe POPMUPYETCS MaJICHbKask IPUKPEIUTEIbHASL
MOAOILIBA, HAJ KOTOPOH o0pa3yercsi KOHYCOBUIHBIM 3MUTEKAJIbHBIA CKEJIET C
aparoHUTOBBIMH ceniTamu BHYTpu (Wells, 1956). Dtu centsl GpopMupyroTcs B
CKJIaJIKaX MSATKOW CTEHKH TIOJIMIIA, Pa3JIeNSIONYI0 ero MOJOCTh Teja Ha CeK-
Topa. KanbIUTOBBIE CENTHI CKIEPAKTHHUN M COOTBETCTBYIOIIME UM CKIIAJIKU
BHYTPH HOJIOCTH ITOJTHIIA BOZHUKAIOT IO MOJIEITH, KOTOPYIO MM OPTaHH3YIOT MO-
SIBUBIIIHECS PaHEee, elle y IIaHyJIbl, IEPBUYHBIC ITapbl ME3CHTEPHUECB.

Me3eHTepuH TOJNHNA CKJICPAKTUHUN TMPEICTABISIIOT cOO0M MPOAOIbHBIC
MEPEropoiKK racTpalbHON TOJOCTH MOJUIA, CIOKEHHBIE CKJIaJIKOW SHTOAEP-
MBI CO CJIOEM ME30TJICH BHYTPH, U JISJISIINE MOJIOCTh Ha TaCTpaIbHBIC KAPMaHEbI
(puc. 1). Ouu 00pa3yroT napsl, 00pa3yIoIINe HECKOIBKO ITOPSIIKOB, B IEPBOM U3
KOTOPBIX IIECTh Map, a B MOCIENYIONUX Yuciio, kparHoe mecTtu (Wells, 1956).
Cpenn mecTs map Me3eHTEPHUEB MIEPBOTO MOPSIKA BBIACISACTCS Mapa TaKk Ha3bl-
BaeMbIX HAIPaBISIOMINX ME3EHTEPHEB, KOTOPBIE BMECTE C LICIECBUIHBIM PTOM
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n cudpoHormHPamMHu, IMPEICTABIISIONTAMEI
co00#l pecHHYHBIE OOPO3AKU B YTJIax TIIOT-
KU, MapKHpPYIOT IUIOCKOCTh JIBYCTOPOHHEH
cuMMeTpHuH. Me3eHTepun HecyT Ha OJIHOM
13 CBOUX CTOPOH MPOJOJbHBIE MYCKYJbI-
PeTPaKTOpPHl B BHUNIE BAJIUKOB, MPOTITHBA-
IONTUXCS BJIOJIb OHOM M3 CTOPOH KaXKJIOTO
Me3eHTepHs. Y HaIpPaBIISIONINX ITap ME3CH-
TEpPHUEB 3TU BAJTUKHU PACIIONOKECHBI CHAPY KU
racTpajJbHOTO KapMaHa M HAampaBJCHBI B
pa3Hble CTOPOHBI. Y OCTaJbHBIX OHH pac-
MTOJIOKCHBI BHYTPH M HAIPaBIICHBI JAPYT K
Puc. 1. Dutocentsl u ok30centhl  rpvry (Wells, 1956). Takoe pacnonoKeHHe
y CKJICpAaKTHHUII (YepHBIC) U UX pac-
Honoxenue oTHOCUTENbHO map me-  NPOHONBHBIX MYCKY/IBHBIX BAajMKOB elIe
3eHTEpUEB (Cepble) C MYCKYJIbHBIMH CHJIBHEC TMOAYCPKHBACT JABYCTOPOHHIOKO
BAJMKAMH Ha OJIHOW M3 CTOPOH (1O CUMMETPHUIO IIOJIMIIA U OTPAXKaeTCsl Ha pac-
Wells, Hill, 1956). ITugpamu nokasan MOJIOKCHHUHU IIyHajell, TaKk KakK IO0JIOCTh
TMOPAAOK INOABJICHUS CEIIT.
Irymnanern mpeacTaBiIseT coO0H MpomoKe-
HUE TIOJIOCTH TacTPaNbHBIX KapMaHOB. M3-
BECTKOBBIE CENTHI TIEPBOTO MOPSAIKA U COOTBETCTBYIOIIME UM CKJIAJIKH CTEHKH
TeJa TOoJIUIa TOSBIISIIOTCS MeX Ay Me3eHTepusiMu (puc. 1). CenTsl mepBoro mo-
pAllKa TMOSABISIOTCS BHYTPHU IacTPajJbHOrO KapMaHa KaKI0Hi mapbl ME3€HTEPUEB
nepBoro nopsiaka. [losromy oHu HasbiBatoTCs 3HTOCenTaMu. Cpeau 3HTOCENT
BBIJICJISIFOTCS TJIABHASI M MIPOTHBOIIOJIOKHAS CENTHI, POPMUPYIOLIHECS B COOT-
BETCTBYIOIINX TacTPaJbHBIX KapMaHaX HAMPaBISIONUX Me3eHTeprueB. OHH co-
OTBETCTBYIOT OpIONTHOW W CIUHHOW CTOPOHE TUIAHYJIBI, TAE, COOTBETCTBEHHO,
(hopMHUPYIOTCS HATIPABIISIFOIINE ME3EHTEPHH.

OCOBEHHOCTH 3AJIOXXEHUA CEIIT ¥V PYT'O3

3aJioKeHHEe CenT U3y4eHO Y MHOT'MX PYro3, XOTsS CaMble paHHUE CTaJluu,
OTpaXKaroIIUe TIOCIIC0BATEILHOCTh 3aJI0KEHUsI MPOTOCENT JAJCKO HE BCeria
ynaeTcst pekoHCTpyupoBath (0030p cm. Oliver, 1980, 1996; Hill, 1981; Scrutton,
1997). HecmoTps Ha pa3HOOOpa3ue CenTaabHOrO armnapara y pyros, Moaeis (op-
MHUPOBaHUs CENT B OCHOBHOM CBOJAMTCS K Kitaccuueckoi cxeme (puc. 2). [Tocne
NPUKPETUJICHHUS MIJIaHyJIbl CHavYalla pa3BUBAaeTCs MaJICHbKHUN, OOBIYHO MEHbIIE |
MM, aceNTaJbHBINH KyOOK. 3aTeM MOSIBISIOTCS IBE OOJBIIHE CENMTHI — TJIABHAS
(cardinal — C), Ha cTopoHe KyOKa ¢ pyOIIOM MPUKPETIIICHUS, ¥ TTPOTHUBOIOJIOXK-
Has (counter — K) Ha MpOTHBOMOIOKHOM CTOpOHE KyOKa. Bckope 3TH JiBe CenThI
MOT'YT COEIMHATHCS CBOMMH BHYTPEHHUMH KpasiMu, 00pa3ysi EAMHYIO0 OCEBYIO
centy (axial septum). OceBas cenrta MapKupyeT IIOCKOCTh CHMMETPHH KOpaJ-
nuta. Bekope 6in3 nepudepruyeckoil 4acTy TJIaBHON YaCTH MOSBIISETCS CUMME-
TPUYHO PACIIOJIOKCHHAS CIEAYomas mapa OOJBIIUX CEIT, KOTOPbIE HA3hIBAIOT
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Puc. 2. TlocnenoBarensusle craauy (1-8) mosBiIeHNs cent B OHTOreHe3e y pyro3 (mmo Oliver,
1980). IIpoTocenTsl MOKa3aHbl YTONIICHHBIMU TUHUAMHA: C — TiaBHast, K — MpOTHBOMONOKHAS,
A — anspnas, KL — coceqHsist ¢ IpOTHUBOIMOJIOKHON; METaceNThl 0003HaueHbI Iudpamu 1, 2, 3 B
TIOPSIJIKE MX 3aJI0KEHH ], MaJIble CeNThl 0003HaYeHbl OyKBaMHU a, b, ¢ B OPSIKE UX 3aJ0KCHHUS.

OOKOBBIMH, HJIN allspHbIMU (alar septa — A). OJHOH CTOPOHON OHH YIIHPAIOTCS B
CTEHKY KOPaJIIIUTA, a IPYTOi MPUMBIKAIOT K 0ceBOl cente. OIHOBPEMEHHO, HITH
4yTh M03KE 3aKJIaIbIBACTCA 11apa CENT CO CTOPOHBI IPOTUBOIOIOKHON CENTHI.
Wx Ha3pIBarOT coceqHUe C MPOTUBONOJIOKHON (counter-lateral — KL). Otu miep-
BbI€ LIECTH CENT Ha3bIBAIOT MpoTocenTaMu. Hepenko OHM MOTYT MOSIBIISITBHCS
MPaKTUYECKH OIHOBpeMeHHO. MHoraa mocne ux oOpa3oBaHUsl HACTYMaeT He-
Ooubliast Iay3a B MOSIBJICHUM HOBBIX CEIIT, TIOCJIE KOTOPOM MOSBIISIOTCS CIIEIY-
IOlIMe KPYIHBIC CENThI, KOTOPBIC MPHHITO HAa3bIBATh METACENThL. MeTacenThl
HOSIBJISIIOTCS TOJBKO B YETBIPEX MECTaX: Ba B MEKCENTAIBHOM IPOMEXKYTKE
PSLAOM C IJIaBHOW CENTOH M 1Ba MEXy OOKOBBIMH M COCETHUMH C IIPOTHBOIIO-
JIOKHOM. DTOH Ke 3aKOHOMEPHOCTH MOAYMHACTCS W TMOSBICHHE MAJbIX CET.
Takum 00pa3om, BHIPHCOBBIBACTCSI MOJICIb IEPUCTOTO MOSBICHUS U ABYCTOPOH-
HETO PacroiOKEHUs CENT C MIOCKOCThI0O CHMMETPUH, B KOTOPOH JIekKar TiaB-
Hasl U IPOTUBOIIOJIOXKHAS CEIITa, a TaKxke pyoOew npukpemieHus. Takum obpa-
30M, 3aJI0KEHHE CENT y Pyro3 3HAUUTEIbHO OTIMYACTCS CBOECH IEPUCTOCTHIO
OT CKJIEpaKTHHHEBON Mozenu. 1103ToMy BO3HMKAET BOIIPOC O HAIMYUH Y PYTo3
ME3EHTEPUEB.

BbIJIN JIN ME3EHTEPUN ¥V PYT'O3?

PaccMOTpeHHBIC BBIIIE OCOOEHHOCTH MOPQOIOTHYECKOT0 COOTHOIICHHS
MSTKOTO Tella U CKEJITa MOJIUITa MOXKHO MEPEHECTH Ha PYro3, PEKOHCTPYHPYS
pacroyioKEeHHEe y HUX ME3CHTEPUEB MO OCOOCHHOCTSIM PACIONIOKCHHS CEeT.
Ckparos (Scruton, 1997) Benen 3a Copaydom (Sorauf, 1993) nonaraer, 4to, 1o
KpaiiHell Mepe, TTIaBHBIE CENThI Y PYro3 sIBISIOTCS SHTOCENTAMH, TO CTh (op-
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MHUPOBAJIUCH B TACTPAIFHOM KapMaHEe MKy MapHBIMU Me3eHTepusaMu. OHM He
COTJIacHBI ¢ TpenmnonoxkernneM bupenxaiina (Birenhide, 1965) 06 orcyrcTBun
y pyros mesenrepues. Ero npennonoxenue OblJI0 OCHOBAaHO Ha YTBEPIKICHHH,
YTO METACENThl Y Pyro3 BO3HUKAIOT PaCILEIJICHHEM CEIIT, MOsSBUBLIMXCS paHee,
U YTO 3TOT MPOIECC CXOJIEH ¢ 00pa30BaHUEM 3K30CENT y CKIepakTuHuid. Jlei-
CTBUTCIIbHO, DK30CCIThI MOABIAIOTCA Yy CKJ'IepaKTI/IHI/Iﬁ MEXKIY ME3CHTCpUAJIb-
HBIMU TTapaMH KaK CeNTaIbHbBIA UK, TPEAIISCTBYIOMNH CICAYIOMEMY KTy
pa3BUTHS NApHBIX Me3eHTepreB. Korma 3ToT ciueayomuii UK HapHbIX Me3eH-
TEpUEB MOSABISETCS, SK30CENTHl PACIICIUISIOTCS, MPUCIIOCA0INBAsCH K HOBBIM
rapaM ME3eHTEPHEB 1 COMPOBOKIAIOIINM HX SHTOCENTaM. JTOT Mpolecc U3Be-
CTeH Kak cenTajibHas cyocturynus (Wells, 1956). OueBuaHO, IPOIECC CENTAb-
HOT'O pacUICIJICHUS Y CKJICPAKTUHUN TOXE CBS3aH C Pa3BUTHEM ME3CHTECPHUCB
U TI03TOMY HE MOXET CIIy>KHUTh JI0KAa3aTeIbCTBOM OTCYTCTBHS ME3CHTEPHUEB Y
pyro3 (Scruton, 1997), kak npennonoxuin bupenxaiin (Birenhide, 1965). Tem ne
MEHee, ¥ 3TOT BBIBOJ TIOBUCAET B BO3yXe, TaK KaK, C OTHOW CTOPOHBI, HACTOS-
LM MPOLIECC pacIIeTNICHHs! CENT y PYro3 JA0BOJBHO PEIOK M MOJEIb PAcoIIo-
JKCHUS CENT HE COOTBETCTBYET MOJIEIIH, KOTOpasi Obl BEITEKAIa U3 CYIIECTBOBA-
HUS y HUX cenTanbHOi cyOcTuTynuu. C apyroi CTOpOHBI, 3aJI0)KEHHE HOBBIX
CEIIT MPOMCXOMIIO Ha MEePU(EPHUSCKOM BBICTYIE BIISTYNBAHUS BBIJIEISIONIETO
CKEJIeT CJI0sI, aCCOLMMPOBAHHOTO C Pa3BHBIICHCS HEMOCPEICTBEHHO MEPeT STUM
cepueii cent (Scruton, 1997), 1 3T0O MOXKET CBHIETEIBCTBOBATH 00 OpraHu3yIo-
LIeM BIIMSHHHU CENT HAa BOBHUKHOBEHHUE CEMT MOoclenyomero nopsaka. [loaro-
MYy JUISl pelieH sl mpo0eMbl (GUIOTEHETHYECKUX OTHOIICHHH PyTro3 ¢ APyTUMHU
rpyTmnamMu KOpauioB HEOOXOANMO ONPEeNIUTh BO3MOXKHYIO TIEPBUYIHYIO TTOCTIe-
JIOBATEIBHOCTH BKJIFOYEHUSI MOP(HOTCHETHYECKHUX ITPOLIECCOB, OMPEACIISIONINX
3aJI0’KCHUE ME3EHTEPUEB U CEIIT, U OTBETUTH Ha BOIIPOC O MPUUMHAX 3aJI0KCHHS
ME3EHTEPHUEB €IIe Y CBOOOAHOIMIABAIOMICH TUYMHKN CKJICPAKTHHUM: SBISCTCS
JM 9TO Pe3yJIbTaTOM CMEIIEHUS WX 3aKJIaJKW Ha 0ojiee paHHIOK OHTOICHETH-
YEeCKYI0 CTaJIUI0 WIIH, Ha000pOT, OTpakeHne MOP(OIOTUH IPEIAKOBOIO IIaBa-
IOIIETO WJIM TIOJ3AIONIET0 COCTOSHUA? B pamMkax 3BoIIOIMOHHOI MOpdoaornn
9Ta MpodIeMa COOTHOIICHHS CENT U ME3CHTEPUEB Y PyT03 ¥ CKIICPAaKTUHUH TPH-
oOpetaeT Oonee olIiee 3ByUaHue: Kakoe pa3AeieHrue TacTpaltbHON MOJOCTH Ha
KapMaHbl IEPBUYHO — ME3CHTCPUAJIBHOC UJIN CCIITAJILHOC.

B IMEPBYIO OUCPEAb O HAJIMYUU UJIU OTCYTCTBUU ME3CHTCPUEB MOI'YT CBH-
JETeNLCTBOBATh OCOOCHHOCTH 3ayIoKeHHsI cenT. Ho, Kak MBI [TOKa3ajy BHIIIE,
BBIBOJIBI PA3JINYHBIX aBTOPOB O HAJTHYUU ME3ECHTEPHEB, CIEIAHHBIE 10 ITOMY
KPUTEPHIO, HEOTHO3HAYHEI. [109TOMY cieayeT paccMOTpeTh U Ipyrue 0ocoOeH-
HOCTH, KOTOPbIE MOTYT IIPOJHUTH CBET Ha 3Ty mpoOnemy. IIpexne Bcero, 3To
TaK Ha3bIBaeMOe OOKOBOE MPUKPEIICHHE, XapaKTepHOEe JIJIsl OAMHOYHBIX PyTo3,
1 OCOOCHHOCTH PEreHEPaIiy Y ATOH IPYIIIIBL
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OCOBEHHOCTU OCEJJAHN A U ITPUKPEIJIEHM A JIMYMHKU PYT'O3:
ITOTIBITKA PEKOHCTPYKIIUN

H.H. fIxosnes (1904, 1910, 1914, 1937, 1945, 1946), n3ydast neBOHCKHE U Ka-
MEHHOYTOJbHBIE KOpAJUIBI, €Ille B Hadaje MPOIIJIOro Beka oOpaTHi BHIMaHHUE
Ha 0COOCHHOCTH MPUKPEIIIICHNUS OAMHOYHBIX PyT03: OOJIBIIHHCTBO U3 HUX MPH-
pacTajio K KakoMy-HHOYAb TBEPAOMY 00BEKTY OOKOBOI MOBEPXHOCTBIO KOpas-
JUTa, a HE er0 KOHYMKOM, KaK y OONBIIMHCTBA CKIepakTuHHA. Kpome Toro, 1o
ero HaOJIOJICHUIM, TJIaBHAS U IIPOTUBOTIOIOXKHAS CEMTHI BCET/1a PACIIOI0KEHbI B
MJIOCKOCTH N30THYTOCTH POTOBHIHOTO KopaJiia. [Ipu aToM rimaBHas cenra Haxo-
JUTCSI HA BBIMTYKJIOW CTOPOHE, T/Ie U PyOel] MpupacTaHus, a MPOTHBOIIOIOKHAS
CenTa B TOW e TUIOCKOCTH Ha BOTHYTOH cTOopoHe (puc. 3, 4). SIkoBIIeB HEOTHO-
KpaTHO mucall 00 ATOH 0COOEHHOCTH PyTro3, U 3TO BEpHOE HAOIIOACHUE, XOTS U
He OBLJI0O MHTEPIPETUPOBAHO UM C TOYKH 3PEHHS OHTOI'€HE3a KOpaJlIuTa U pas-
BUTHS TUTAHYJIBL, TOJTBEPKAAETCA HA MHOTHIX PYyT03aX Pa3HOTO T€0JIOTHYECKOT0
Bo3pacta (Scruton, 1998). P. Dnmac (Elias, 1984, 1982a, b) mokasasi, 910 ocax-
JICHHE TUTAHYJIbI TOPU30HTAIBHO TIIABHOM CENTOW BHU3 XapaKTEPHO JIJIs O3/ HE-
OPIOBUKCKHX POTOBUIHBIX KopasutoB. Hefiman (Neuman,1988) mokasan 3to s
cunypuiickux pyro3. T.I. Uneuna (1984) yka3ana Ha pacrnoyiokeHUE TJIaBHOU
CEeNThl BHN3Y Ha BBINTYKJION CTOPOHE /11 MHOT'MX MEPMCKUX OJIMHOYHBIX PYTo3.

CoBnasieHre TIOCKOCTH CHMMETPUU BHEIIHEH (OpMbI KOpayIuTa U TJIaB-
HOW CEINTHI HE MOXKET OBITh CIYYaifHOCTHIO, M JIOJKHO OBLIO OIpEeNessiThCs B
MOMEHT OCeaHWs Ha JHO TIaHyhbl. Mcnonssys nanueie Hefimana (Neuman,
1988) o mpuKpenIeHnH CUITy pHICKOTO OJMHOYHOT0 Kopasuia Phaulactis angelini
(Wedekind) u3 cunypa l'oTiiania MOXXHO YTOYHHUTH 3TO IOJIOKEHUE: HE M3THO
KOpaJUIMTa ONpeAessieT PacloiokKeHUe TIaBHOH CEeNThl, a UMEHHO pyOer Ipu-
kperieaus. OH MOKa3aj, 4TO JIMYWHKA 3TOr0 BUJIA PYro3 MOTJIa PUKPETUISTh-
csl K m000i TIOBEPXHOCTH, TOPH3OHTATBLHOM, BEPTHKAIBHON W HAKJIOHHOM
(Neuman, 1988). B 3aBucumMocTH OT 3TOT0, CTOPOHA KOpAJIITUTA C TIaBHOM CeTl-
TOM MorJia ObITH BBIITYKJIOH, BOTHYTOH MM ckomeHHoi. Ho pyben npukpene-
HUsI Bcer/ia ObLJI Ha OJTHOW CTOPOHE C IIaBHOM cenToil. Takol BBIBOJ MO TBEPK-
JIACTCS HA TPOCMOTPEHHOW OOIIMPHOW KoyuieKuuu Bothrophyllum conicum
(Trd.) u3 ITommockoBHOTO BepxHero kapooHa (puc. 3, 4). M3 aTux HaOM0AeHUN
MBI MOKEM CZENaTh BBIBOJ, YTO TJIaHyJia Pyro3 ¢ OOKOBBIM IPUKpPEINICHUEM
oceana M MPUKPEIUIsIach K TPYHTY He a00pajibHBIM TOJTIOCOM, a OAHOHN U3 CTO-
POH, TIPOTATUBAOIIEIHCS OT a0OPaTBLHOTO JI0 OpaJIbHOTO MOMCOB. FiIMeHHO Ha
9TOM CTOpOHE OCEBIIEH JTUYMHKM 3aKJaJblBajiach IJIaBHasl cenrta. Ty CTOpO-
HY JUYMHKH PYro3, KOTOPOH OHA MPUKPEIIIACh, MO)KHO HA3BaTh OPIOIIHOM.
CpaBHeHHME C pa3BUTHEM M OCEJAAHHEM JIMUYWHKHU CKJIEPAaKTHHHI MOKa3bIBaerT,
YTO 3aJI0)KEHHUIO M3BECTKOBOM CETITHI y PyT03 C OOJBIIOI BEPOSATHOCTHIO MOTIIO
MPEAIIECTBOBATH MOSBIICHUE HATIPABJISIONIEH TAphl ME3CHTEPHEB €IIle Y CBOOO/I-
HOILJIABAOIIEH TNYUHKH.
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Pybewy
2 NPUKPENNeHnA

Puc. 3. CooTHOmIEHNE TIJIOCKOCTH CHMMETPHH, TJIABHOM M MPOTHBOIOJIOXKHOW CENTHI
U py6ua npuxperuienust y Bothrophyllum conicum. Dx3. IIMH, Ne 3335/5: a — xopamut cOoky,
0 — cBepXy, 6 — NPUNUIN(OBKA HA OTMEUYCHHOM YPOBHE, & — BUJ CHH3Y Ha pyOel mpukperie-
HUS U HAYQJIBHYIO CTAaJMIO Pa3BUTHUS KOPAJUIUTA CO CIIETKa MOBPEXKACHHBIM KOHUHKOM. Bepx-
HU kKapOOH, kKacUMOBCKHUH sipyc. [TogMockoBHBII OacceiiH, oTBaibl Kapbepa y cT. [ludepnas.
O6o3HavyeHns KaKk Ha pUC. 2.

Ho 4em eme moryia Mop(oJIorndeckn MapKHpOBaThCs OPIONIHAS CTOPOHA
Ia"ynsl pyros3? JlopcoBeHTpaabHast IIIOCKOCTh, ONIPeesIslach, Kak U 'y COBpe-
MEHHBIX CKJIEPaKTUHUH, BUIUMO, IIEICBUIHBIM PTOM, Ha 000MX KOHIIaX KOTO-
POT0, MJIH TOJIBKO Ha OJJHOM, MOTJIH Pa3BUBAThCA 3a4aTKU CU(POHOTTU(OB, KOTO-
pBI€ OPTaHM30BBIBAIIN TOK BOJIBI B TACTPAJIBHYIO MOJIOCTH U U3 Hee. JlopcanbHas
U BEHTpaJIbHAsl CTOPOHBI MOIJIN OBITH BHEIIHE MOP()OJIOTHIECKN Hepa3IHINMBI,
€CJIY MJIaHYJIbl OBLIIN IIJIAHKTOHHBIE M BEPTEINCh BOKPYT CBOCH OCH IIPU JIBUKE-
HuK a0opasibHBIM MONOCcOM Brepea. Ho ocenanue u npukperieHue MIanyJibl
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NpUKpenneHua
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Puc. 4. SIBnenne omonoxenus y Bothrophyllum conicum. Tlonun ymeHbIIancs B pa3mMepax
U Ha4YMHAJI CHOBA pacTu TpH pa3a. KopaminT usrubaiics Kax bl pa3 B HOBYIO CTOpOHY. I 1aB-
Hasl CerTa IpH ATOM OCTaBaJlach Ha TOW XK€ CTOPOHE, YTO M HAa4aJIbHBII pyOel MpUKperuIeHusl.
Ox3. [TMH, Ne 3335/6. Cpenumnii kapOoH, MSIKOBCKHUit spyc. [TommockoBHEIH 6acceiin, Jlomone-
JI0BO, 3a0poIeHHbIN Kapbep. O003HaueHHS KaK Ha puUc. 2.

pyro3 OpIOIIHOW CTOPOHOM, @ HE TOUYEHHBIM a00pabHBIM KOHIIOM, KaK y CKJe-
PaKTHHUI, MOKET CBUJIETEIIHCTBOBATH O €€ MPEHMYIIECTBEHHO OEHTOCHOM 00-
pase JKM3HU M NOJI3aHUH MO JIHY Ha OPIOLIHOM CTOpPOHE, BBIPaKEHHON MOPQO-
joruydecku. B aTom ciydae eme y cBOOOAHOMOIBUKHON JIMYUHKH PYTr03 MOTJIa
CYIIIECTBOBATH 110 KpaifHell Mepe OprolTHasi mapa Me3eHTEPHEB, PETyINPYIOIIHe
TOK TTUIIEBBIX YaCTHUI[ B TaCTPAJIHHOMN MOJOCTH.
DT0, B CBOIO OYepe/ib, BBI3BIBACT MPEATIONIOKEHHUE, UTO OeCCKeIeTHRIC TIPe/I-
KM pyro3 ObUIM IUIaHYJ000pa3HbIMU OCHTOCHBIMH KHUBOTHBIMH, MOJI3aI0LIIMH
WJIH JIeKAIMMU Ha JTHE M YK€ UMEBIIMMH HAIPaBISIOLIYI0 OPIOIIHYIO, a BO3-
MOXXHO W CIIMHHYIO, Tapy Me3eHTepueB. BeposaTHo, oHM coOMpann ¢ MOMOIIBIO
CJIM3H MOJTYPaA3NIOKEHHYIO OPraHUKY B «OYJIbOHE» HACBIIIEHHOI'O ATOH OpraHu-
KOU IMPUIOHHOTO CJI0ST BOJIBI, CTOJIb BKHOTO JIJTSI CYIIIECTBOBAHUS KEMOPHUCKOI
6enrocHoi paynsr (Rozhnov, 2009). Cnu3s ¢ HATUNIIITUMHA TAIIEBEIMHU YaCTHIIA-
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MU [EPENpPaBIIAIach C IIOMOILBIO PECHUYEK Yepe3 CU(OHOMIN(BI UITU CXOAHbIE
MIPEAKOBBIE CTPYKTYPBI B FaCTPAIBHYIO MOJIOCTh, KAK Y HEKOTOPBIX IIAHYJI CO-
BPEMEHHBIX CKJICPAaKTUHUN. MOXHO MPEIIONIOKUTh, YTO Y TaKUX OecckeseT-
HBIX [IPEIKOB MOTJIM BO3HUKATh MPUMHUTHBHBIE OpIOIIHAS U CIIMHHAS ME3EHTe-
pHANIBHBIE MApbI Ui PEryJIsIMUU MMOTOKA MHINYM B racTpalibHOM mnojoctu. Ilpn
repexozie K MPUKPErIIeHHOMY 00pa3y KU3HH U MOCIIeIYIONeM BOSHUKHOBEHHUH
CENTAJBHOIO CKEJIETa ¢ ATUMH ME3EHTEPUSIMHU JOJIKHO ObUIO COINIacOBBIBATH-
Cs1 MECTO IOSIBJIEHHUSI INIaBHBIX CeNT. IMEHHO HaIn4YueM Me3eHTEPUEB, MOSIBUB-
IMXCsl eme y OecCKEeNeTHBIX MPEIKOB Pyro3 (HEMOCPEICTBEHHBIX WM Aalie-
KX, JOTaOyJIsATHBIX), MOXKHO OOBSICHUTH COBMAJICHUE IIOCKOCTH CHMMETPHH
BHEIIHEW (OpMBI KOpaJUIUTa U PACIOIOKEHUE B OTOW MIJIOCKOCTH HayalbHBIX
CTafuil pa3BUTHS pyOlla MPUKPEIIJICHUS W TJIABHOW CEeNTHl. TeM He MeHee, Kak
MBI YBUAUM JaJIee, MECTO BOBHUKHOBEHHSI BOTHYTOW CKJIAJKH IMOJUIIA MOTJIO
ONPEAENATHCSA HE TOJIBKO MOJ0KEHHEM MApHBIX ME3EHTEPHUEB, HO U BHEIIHUMH
(akTopamu, Ipexae BCero peiabe(om MoACTHIAIONIEH MAaTEPUHCKON TOBEPXHO-
CTH Pa3BUBAIOLIETOCS 3a4aTKa IIPH PEreHEPALUH.

PETEHEPALIUA Y PYT'O3

Perenepanus y pyro3 mposiBisieTcst B BUJie JOCTpaUBaHUsI CKeJleTa IpH He-
OOJIBIINX MOBPEXKICHUSX U TIOJTHON NIEPECTPOMKE CKeJIeTa IIPU PAa3BUTHH HOBO-
r'o TOJUNA U3 HEOONBIINX KYCOUYKOB TKaHU MOTUOIIEr0 MaTEePUHCKOTO TIOTHIIA
B BHJIC HEOOIBIINX TIOUeK. K 0THOMY U3 THIIOB pereHepalfu CiieayeT OTHOCUTD
Y TaK Ha3bIBAEMOE OMOJIO’KEHHE KOpaJijia, KOTAa IpHu HeOIaronpusTHRIX yCIo-
BHSIX TIOJTUTI PE3KO COKPAIIAETCS B pa3Mepax 1 pPaciojIOKESHHUE CENT CTAHOBUTCS
ITOX0KUM Ha IOHYIO CTAJUIO0, a TIPH MOCIENYIOUIUX OJarONPUSTHBIX YCIOBHSIX
CHOBA YBEIIMYHUBACTCS, BOCCTAHABIMBAS B3POCIOE PACIIONIOKEHHUE CeTIT (puc. 4).

Perenepanus y >KUBOTHBIX MPOUCXOIUT MO OJHOMY U3 TPEX OCHOBHBIX IY-
Ted: anmumopdo3, Mopdalakcuc U KommneHcaropHas pereHepanus (Gilbert,
2010). ITpu snumopdo3e mociieA0BaTEIbHO MPOUCXOIUT JenuddepeHupoBka
CTPYKTYp B3pOCJIOTO OpraHHW3Ma, CO3MaHue Macchl HenuddepeHITMPOBaHHBIX
KJIETOK M WX JajibHeimmas pecrierudukanus. [I[pu sToM HOBBIE KIETKH 00pa-
3YIOT JIMIIb YTPaue€HHBIE CTPYKTYPHI U He Oonee. [1o 3TOMy Iy TH IPOUCXOINT,
HaIpuMep, pereHeparus KoHeuHocTel y ampuowmii. [lpu mopdannakcuce mpo-
HCXOJUT MEepecTpoilka CyIIEeCTBYIOUIUX TKaHEH MpU HE3HAYUTEIbHOM pPOCTE.
Takol TUII pereHepanuu XxapakTepeH i rulipel. [Ipu pazpe3anuu BBITIHYTO-
r'o Tena TUAPHI HAa HECKOJIBKO KYCOYKOB, TO M3 KaXKJIOTO KyCOYKa MOXKET cop-
MHPOBAThCS MajeHbKas rujapa. J[ias sToro He TpedyeTcs HOBOTO KIIETOYHOTO
MaTepuala, U KJICTOYHbIE JAeJICHUs He poucxonaT. Kaxkmas kieTka coxpaHseT
CBOIO TUIACTHYHOCTD, TIO3TOMY JIFOOOH KYCOUYEK JOCTATOYHOTO pazMepa MOXKET
MPEBPATUTHCA B LIEJIBIM OpraHu3M MEHbIIEro pa3Mepa. IIpu KoMmneHcaTopHOM
pereHepanuy KIeTKH IPOCTO JeNaTcs: Ha ce0e mogo0HbIe KIETKH U He (GOpMH-
pyIOT Macchl neauddepeHInPOBaHHBIX KIETOK.
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Puc. 5. Pa3Burtne ckenera npu snuMopdroi perenepanuu y Bothrophyllum conicum (o
PoxxnoB, 1974, ¢ 1ONOJTHEHUSIMHU).

Bce Tpu THNa perenepanny MOKHO OOHAPYKUTh Ha HCKOMAEMBIX KOopaJiax.
OmMonoxxenne pyro3 (puc. 4) MOKET CIIYKHUTh IPUMEPOM KOMIIEHCATOPHOMH pere-
HEepaluu, KOrJia Mocjie YMEHbBIICHUS pa3MEPOB KOPAJUTHTA POUCXOINT JICTICHUE
KJIETOK M POCT KopaytnTa 6e3 ux aenuddepeHIInpOBKH.

B cnyuae moctpamBaHus ckeneTa MpU HEOOIBIINX TOBPEKICHUSAX MBI Ha-
OmroaeM npusHaky snuMopdo3a. [IpuMepoM MOXKET CIyKUTh OIUCAHUE pere-
Hepauuu y Bothrophyllum sp. 13 MSYKOBCKOTO TOPU30HTa CpPEeJHEro KapOoHa
[NonmockoBHOTO Gacceiina (PoxHOB, 1974). V aToro sxk3emmiisipa Obljia TOBPEX-
JIeHa ¥ IOTu0J1a JTUIIH OJ0BMHA ronuma (puc. 5). OcraBmascs 4acTh MOCTETEH-
HO pa3pacTajiach M J0CTpauBaja HEIOCTAIONIYIO IMOJOBHHY monuna (puc. X).
PacrionoskeHne cenT IOCTPanBaIOIICHCs YaCTH KOpPAJIUTA MOCTEIIEHHO CTaJIo
MOJTHOCTBIO COOTBETCTBOBATH COXPAHMBIICHCS YacTH, M PEreHEPHUPOBABLIMIMA
MOJTUTI TPHOOPEI MOZIENb PACTIONOKEHUSI CEIIT, MOJTHOCTHIO COOTBETCTBYIOLIY IO
MOJIETTH MAaTEPUHCKOr0 KOPaJINTa, XOTS M HECKOJIBKO MEHbIIEro pazmepa. [1no-
CKOCTh CHMMETPHUH PETCHEPUPOBABIIET0 U MAaTEPUHCKOTO TIOJIHUIIA COBIAIHN. B
3TOM Clly4ae HaOIrogaeTcs, Kak M IpU KJIACCHYECKOH SMMMOpQHON pereHepa-
IIUM KOHEYHOCTH y CajJlaMaHJIpbl, OTpaKeHHAs Ha CKEJIETHOM TKaHU MOCIe10Ba-
TEJILHOCTh PEreHepaluy, IPU KOTOPOH BOHUKAET JIUIb yTPadyeHHAs! CTPYKTY-
pa ¥ HUYEro JIOMOJTHUTENFHOTO He 00pa3yeTcs.

[posiieHue pereHepanuu 1o Ty Mopdaiakcuca y pyros npeacTaBiisieT-
cs1 Hanbosee HHTEPECHBIM ISl IOHUMAaHUS 0COOCHHOCTEH nX Mopdorene3a. K
Mop(dautakCHCy ciIeayeT OTHECTH Pa3BUTHE HEOOBIINX IIOYEK Ha OOBIYHO OJIH-
HOYHOM KOPaJIJIUTE U3 OCTATKOB TKAHEH Ha CKeJieTe MAaTePHHCKOr0 OpraHu3Ma
nocie ero rudenu (puc. 6). [lonoOHbIe mouku ObLIM 0OTMEUeHB! Yy Bothrophyllum
conicum (Trd.) T.A. Jloopomro6oBoii (1937, 1940) u neransHo onucanbl PoxkHO-
BbIM (1974). JloOposro0oBa cunTaia 3TH MOYKH POPMOI OECIIOIOro pa3MHOKeE-
HH W Ha3bIBaJla 3TO MOYKOBAHUC BCPXYIICYHBIM, BHYTPHUYAILICUHBIM. HeTaHI/I
Pa3BUTHS TaKUX MOYCK 3aCTABUIIM, TEM HE MEHEe, OTHECTH 3TO K SBICHHUIO CO-
MaTudeckoro smopuorenesa (PoxxuaoB, 1974). TepMuH «coMaTHuecKuii SMOpH-
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Puc. 6. [loukn B wameuxe Gshelia Shtuk., Bo3HUKIIHE B pe3ynbTare Mopdamakcuca (X 1,5).
Ok3. [T1UH, Ne 3335/7. Bepxuuii kapOooH, rxenbckuii sipyc. [lonMockoBHEIN Oacceli, cT. [ Kens.

orene3» Obu1 BBeieH B nuTepatTypy b.I1. Tokunbim (Tokun, 1959) nis siienus
Pa3BUTHS OPraHU3MOB U3 CAMHUYHBIX COMATHYECKUX KIJIETOK MIIM KOMILJIEKCOB
nx. ComaTtnueckomMy aMmOproreHesy, kak orMedaeT TokuH (1959) o0s3arensHO
MIPEMIECTBYEeT KOPEHHAsl MepecTpPOiKa KIETOYHBIX CHCTEM, KOTOpPas MOXKET
ObITH OOJIee MM MEHee MOTHON. DTO XOPOILIO BUIHO Ha MPUMEPE COBPEMEHHOM
aktunun Metridium senile (Verril), korna npu ee pa3BUTHU U3 MaJCHBKUX KY-
COYKOB TeJla ME3EHTEPUH B HCXOAHOM (hparMeHTe JIN0O0 JCreHEPUPYIOT, a 3aTeM
BO3HUKAIOT 3aHOBO, TUOO MPOUCXOINUT BKIIOUEHUE OCTATKOB ME3CHTEPHEB B CO-
craB HoBoro opranm3Ma (Ilonresa, 1972). Ecnu B pa3BuBaromemcs pparMeHre
MMEIOTCS OCTATKH Maphl HAMTPABJISIONUX ME3EHTEPHEB, TO OHU 00SI3aTEIBHO CO-
XPaHSIOTCSA U BXOAST B CUCTEMY ME3EHTEPHEB HOBOT'O OPraHHM3Ma, OIpeesisis
ero IUIOCKOCTh cuMMeTpuH. Ceifuac TEPMUH «COMAaTHYECKHH SMOPHOTEHE3»
LIUPOKO UCTIOIB3YETCs IPH ONMCAaHNU pa3BuTHs pacteHuit (bareiruna, 2000). B
€ro OIpe/IeNIeHNH BaXXHYIO POJIb UTPAET AETAIBHOE N3YUYEeHHE IIpoliecca Ha Kie-
TOYHOM YPOBHE, YTO HEBO3MOXKHO C/IeTIaTh Ha MAJICOHTOJIOTHYECKOM MaTepHalle.
[TosTOoMy B 3TOH paboTe MBI HCIIONIB3YEM O0JIee ITUPOKO IPUMEHSIEMBbIH 151 Ta-
KOTO TUIA Pa3BUTHS TEPMHUH «MOpQaNIaKCHC» KaK 0COOBII THI pereHepaiu
(Gilbert, 2010). Tem He MeHee, CIIEYeT OTMETHTh, UTO COBPEMEHHOE M3yUCHHE
pereHepanuy Ha KJIETOYHOM M MOJICKYJISIPHOM YPOBHSX MOKa3bIBaeT OOJIBIIOE
cxoncTBo Mopdamimakcuca u snumopdosa (Agata et al., 2007), Tak kak oba
OHH TIPOXOJAT IO/ KOHTPOJIEM MO3UIIMOHHON MHGOPMALlUK | I 000UX Xa-
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Puc. 7. IlocnenoBaTenbHble ceueHUs MOUKU Bothrophyllum conicum M MIOCKOCTH CUMMe-
tpuu (P u P’) (mo Poxwuos, 1974, ¢ nononuenusmn). Lludpamu nmokasaHo paccTosHUE CEUCHUS
OT OCHOBAaHHUS MOYKH.

PaKTEPHBI MPOLECCHl TaK HAa3bIBAEMOI THUCTANIN3AlUU U HHTepKausinuu. [lo-
CJIe TOBPEKACHUS PU pereHepaluy MO3UIIHOHHAsI HHPOpMAaIHsl OBICTPO peop-
FaHU3YETCS B PE3YJIbTATE B3aUMOACUCTBUSI MOSBIISIOIIEHCS JUCTAIBHO HOBOMI
TKaHU (AMCTANNIN3AIMsI) M OCTaBIICHCS MPOKCHMAIBHONW YacTH, WHIYLUPYS
COOTBETCTBYIOIIYIO IPECTPONKY HHTEPKAIAPHON TKaHH (MHTEepKaamus). Ho
Ha BaXHOM ISl HAC MOP(OJIOTHYECKOM YPOBHE MBI BIIOJIHE MOYKEM HCIOIb30-
BaTh KJaCCUYECKUE TEPMUHBI JJIsI PA3HBIX THUIIOB pEreHEepaluH.

Puc. 8. Pa3Butne ckenera u nonoxenue miockoctu cummeTpuu (P u P’) mpu Mmopdannakcu-
ce y TpeX pacroj0KEHHBIX PSIOM o4ek y Bothrophyllum conicum (mo Poxxnos, 1974, ¢ nonon-
HeHusiMu). 1, 2, 3 — 0003HAUYCHHU S TTOYCK.
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noYKmK

Puc. 9. Pa3BuTHe cKeJeTa W M3MEHEHHE IUIOCKOCTH CHMMETPUH HpPH Mopdaiakcuce
B nouke y Bothrophyllum conicum (o PoxHoB, 1974, ¢ 1ONOIHEHUSAMN).

B nacrosimee Bpems B [lonMockoBHOM KapOoHEe 0OHapy KEHBI IOYKH 0100~
HOT'O THIIA HE TOJBKO y pona Bothrophyllum, vo u 'y Gshelia (puc. 6). HoBbrit
MarepHal TpedyeT ClennajbHOro JeTalbHOrO onucanus. B Hacrosmeit pabore
paccMOTPUM IPEUMYIIIECTBEHHO TIOTyUCHHBIC paHee NaHHbIe 110 Bothrophyllum
conicum M3 KACUMOBCKOTO TOPU30HTA BEPXHET0 KapOOHa O3 MOJMOCKOBHOTO
r. Bockpecencka (PoxxHoB, 1974) 1 BBIIBHM HX 3HaYCHHE 151 TOHUMAaHHS MOP-
(horenesa pyros.

N3 265 3k3eMIIApOB 3TOr0 BHAa OBLIO BCTPEUYCHO JICBSITH KOPAIIUTOB C
HEOOJIBIIMMH TIOYKaMK B 4amiedke. Ha mocnemoBaTenbHBIX MpUILTH(OBKAX
ITHUX TIOYEK OBIII0 00HAPYKEHO, YTO Pa3BUTHE KaXJOW U3 ATUX MOYEK HAuMHa-
J0Ch ¢ TI0X0 AU((HEepeHITNPOBAHHOTO CKeJileTa U3 MepeceKarnuxcs oecmno-
PAIOYHO pa3OpPOCAHHBIX U30THYTHIX CENT M JIHCCEMUMEHTOB (puc. 7-9). Oto
CBUJETEIBLCTBYET 0 cinaboil nuddepeHuranny U1 UHTETPALUK TKaHEH 3a4ar-
ka nmouku. OTCYTCTBHE CIEOB POCTAa MAaTEPUHCKOI'O KOPaJlJIUTa CBUICTEb-
CTBYET O €ro rudeny K MOMEHTY 3apOsKJieHUs ouku. JKu3HecrnocoOHas 4acTh
MaTEepUHCKOTO TOJUIA B 3HAYUTEIbHON cTeneHu neanddepHuupoBaiacs u
13 Hee HAYMHAJ Pa3BUBATHCA HOBBIN TOJHI B BHJIE YMEHBIICHHOW KOIMHH
MaTepUHCKOTO opraHu3Ma. [Ipu 3ToM MOBEpXHOCTh YalleUKW MaTEPUHCKOTO
KOpaJUIUTa CTaHOBHJIACH CyOCTPAaToOM, Ha KOTOPOM IPOUCXOIMIIO Pa3BUTHE
nouku. OCOOCHHOCTH Pa3BUTHS MOYKH HA PAaHHUX CTAIMIX OMPEICISIUCDH

138



MHKpOpenbedoM MOBEPXHOCTH KOpaJIWTa, Ha KOTOPOM OHA Pa3BHBAJIACH,
¥ pa3Mmepa 3a4daTka.

[Ipu OoTHOCHTENBHO KPYITHOM 3a4aTKe, OXBATHIBABIIEM ISITh-BOCEMb MaTe-
PUHCKHUX cenT cTaaus ciabo nudepeHInpPOBAaHHOTO CKeJeTa 3a4aTKa TMOYKH
ObL1a X0poIo BeIpaxkeHa (puc. 7). Ckener 3a4aTka COCTOSLI U3 HEPETYJISIPHO pac-
MOJIOKEHHBIX CKEJICTHBIX 3JIEMEHTOB, 00OBOJIAKMBAIOIIMX MATCPUHCKUE CEITHI U
3aMONTHSBIINX MMPOMEXYTKH MeXAy HUMHU. Ha 9yTh Oonee mo3aHe cTtaanm Tpa-
HUIIBI TIOYKH CTaJH Bce OoJiee pe3KO OYepUHBATHhCS BO3HUKAIOMIEH CTEHKOH, a
MaTEPUHCKHE CEIIThI, 3aXBaUCHHbBIE TIOYKOH, HAJICTPAauBAIIUCh U B COOTBETCTBHHU
C HUMH TOSBIISJIUCh HOBOOOPAa30BaHHBIE KOPOTKHE M30THYTHIE cenThl. OHO-
BPEMEHHO MOSIBJISICTCSI TIOCKOCTh JIBYCTOPOHHEH CHMMETPHH, PACIIOIOKCHHASI
MEPIECHIUKYJISIPHO HAJICTPOCHHBIM MAaTEPUHCKUM cenTaM. [locTerneHHo cTopoHa
MTOYKH C KOPOTKUMHU HOBOOOPA30BAHHBIMHU CENTAaMH PACIITUPAIACH, CEUCHHE ITOY-
KU OKPYTJISUIIOCH, YHCIIO CENT CTaJI0 AOXOAUTH 10 20 U pacrloioKeHUe CeNT MpH-
HSUJIO TIEPUCTO-PAJHANIBHBIN 00IUK. B MIOCKOCTH CHMMETPHUY BBISBUIIUCH aHA-
JIOTY TJIABHOW U MPOTHBOIIOIOXKHON cenT. TakuM 00pa3om, IpU pa3BUTHH ITOH
MOYKH OPraHM3aToOpaMy PACIIOJIOKEHHS CENT PACTyIIeH MOYKH CTAaHOBUJIUCH
MaTEPUHCKHE CEIThI, KOTOPhIC 00pa30Baii COOTBETCTBYIOIIHM pesibed HUKHEH
MTOBEPXHOCTH 3a4aTKa MIOYKH, OPraHN30BaB OUYEBUIHO, HOBYIO MTO3UIIMOHHYTO WH-
(hopmaruio B 3a4aTke, YTO U ONPEASIIIIO B JaTbHEHIIIEM Pa3BUTHH TTOJIOKCHHE
HOBOOOPA30BaHHBIX CENT U IMOJIOKEHHUE TIOCKOCTH CHMMETPHUU MTOYKH. Me3eH-
TEPHUH, ECIIH OHU PA3BUBAJIUCH, JOJDKHBI ObLIN PACIOIaraThCsi B COOTBETCTBUHU C
YK€ MOCTPOCHHBIMH CENITaMHU, TO €CTh IPU PA3BUTHH IOYEK CEIThI ONPEICIISIIH
pa3BHUTHE ME3EHTEPHUEB, a HE HA00OPOT.

[Ipn ManeHpKOM 3adaTKe IMOYKH, 3aXBATHIBAIONIEM BCETO ABE-TPU CENTHI,
pa3BUTHE TPOXOAMIO HECKOJIBKO WHaue. DTo BUJIHO W3 omucaHus (PoxxHOB,
1974) pa3BuTHs Tpex MalleHbKUX MOYEK HA OAHOM Kopayutute Bothrophyllum
conicum. DTH TPU MOYKH PACIIOIOKECHBI HA HEOOJBIIOM PACCTOSHUU JIPYT OT
npyra (puc. 8). 3auaTok OMHOM U3 KpaHHUX, caMOoi MaeHbKOH U3 mouek (Ne 1),
pacroJiarajics Mexay JIBYMs JJTUHHBIMUA MaTePUHCKUMU CEIITaMH, 00BOJIAKHU-
Basl PacCTOJOKEHHYI0O MEXIY HUMHU KOPOTKYIO CENTYy BTOPOTO IMOpAAKa. DTa
KOPOTKasl CernTa OIpeAeNniia MepBOHAYAITBHYIO TNIOCKOCTh CHMMETPUH 3TOTO
3auaTka, B KOTOpor cpopmupoBaiacsk emie ogHa cenrta. O0e 3TH CeNThl CTaIH
aHaJIOTaM¥ TJIABHOW M TPOTHBOIMOJIOXKHOM CENT 00BIYHOTO KopanuTa. CrpaBa
U CJieBa OT HUX IOSBUIIMCH 10 JIBE HEOOJBIIHNE CENThI, U MONEPEUHOE CeUe-
HHE KOpaJJINTa IPUOOPENIO 00JHUK CeUeHHsI OOBIYHOI0 KOpaJIMTa Ha PaHHUX
cragusx pa3Butus. [locie 3Toro modka pa3zpociach W CTajia OMMPATHCS elle
Ha OJJHY MAaTePUHCKYIO CENTY, UTO MPHUBEJIO0 K HapymeHuto cuMmeTpun. [lpu
JaTbHEHIIIEM POCTE YacTh CEIT MOSBISIACH CHMMETPUYHO OTHOCUTEIHHO
CTapoii MIOCKOCTH CUMMETPHH, & YaCTh — OTHOCUTEIILHO HOBOW, 0003HAYCH-
HOHM TO3/IHEE 3aXBAYCHHON MATEpUHCKOM cenToi. OueBHAHO, MO3UIIMOHHASL
nHpOpMaIKsl B 3a4aTKe peOpraHU30BbIBAjIach NPU pa3pacTaHUM 3adaTKa Ha
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COCENIHIOIO CEITY M3-3a2 BO3HHUKABIIEI'0 CYIIECTBEHHOT'0 M3MEHEHUS peibeda
OCHOBaHMS 3a4aTKa.

Hpyras kpaiinss nouka (Ne 3) u3 Tpex Ha 3TOM KOpaJJIUTE pa3BUBAJIACh U3
0oJiee KpymHOTO (hparMeHTa Teja noruouero MaTepuHCKOro KopaIiuTa, pacio-
JlaraBIIErocsl Ha TPeX MaTEePUHCKUX CeNTax MepBOro Mopsjaka 1 ABYyX BTOPOTO
nopsizka. [1mockocTs cuMMeTpUH 3TOW MOYKH O(hOpPMHIIACh HA MPOJOIKEHUN
Ccpe/Hel M3 OXBAYEHHBIX €l MaTEpUHCKUX CENT IepBoro nopsjaka. Ho u mare-
PUHCKHE CeTThI BTOPOTO TIOPSI/IKA TOXKE OpPraHU30BaJIN Ha CBOEM ITPOIOIKECHIH
pasBuTHe cenT B no4ke. [loaToMy HayaIbHBIE CTAAMK STOU MOYKH 3HAYUTEITHHO
OTJIMYAIOTCS OT HAYaJbHBIX CTAIUN Pa3BUTHS MATECPUHCKOTO KOpPAJIJIUTA, U B
pPAacHOIOKEHUH CENT HE BUHO YETKOW MOJAEIIH.

Cpennsis u3 >Tux mouek (Ne 2) mpruterana HEMMOCPEACTBEHHO K CaMOU KpyTI-
Hoti. OHa pa3BUBASIaCh MEXIY 1By Ml JUTHHHBIMU MaTePHHCKIMH CETITaMH U OITH-
paiach Ha MaTePHHCKYIO CETTy BTOPOTO TMOPSIIKA, KOTOpas M OMpeNeNniia Io-
CKOCTh CHMMETPHH Pa3BUBAIOIICHCS MMOYKH. JTa MMOYKa, KaK U JIpyras MalleHb-
Kasi, TOKe UMeJa CTaauI0 LIECTH CEIT, HO PACHOIOKEHHBIX MEHEE CUMMETPUY-
Ho. JlanmpHelilee pa3BUTHE TMOUYEK OMPEAETAIOCh UX TECHBIM PaCIOJIOKEHHEM,
MeIIaBIINM CBOOOIHO pa3pacTarbes. J[Be MaieHbKHE MTOYKH, BUIUMO, CPOCIHUCH
CBOMMH MSTKUMH TKaHSIMH, CTEHKa MKy HUMHU HCYe3]a, a CENThl CTAlld pac-
OJIaraThCsl IOYTH MapaijIeNbHo ApyT Apyry. Camas Ooblas ovKa ere Ooibiie
paspociack, ¥ B Hell IOSIBUIIACh HOBas INIOCKOCTh CAMMETPUH, TIEPIICHIUKYIISIP-
Has nepBOHaYaIbHON. M3MeHeHue MIOCKOCTH CUMMETPUU MPU pa3pacTaHuU 3a-
yaTKa MOYKHO HaOJIFOIaTh ¥ HA JIPYTOM OIMMCAHHOM 3K3eMIuispe (puc. 9).

W3 3TuX HAONIONCHUH CIENyeT, YTO MAaTePUHCKUE CEIThI, 00JCKABITHECS
(hparMEHTOM MATKOT'O TeJla MOTHOIIETro OpraHu3Ma, CO3/IaBal HEKUH peiabed
B OCHOBAaHWH Pa3BUBABIIETOCS 3a4aTKa. DTOT pesibed Ompeersi IepBoHaYaIb-
HYIO TIO3HMIIMOHHYIO MH(POPMAIUIO /IS TIOCTPOCHHS CKelieTa. Bo BIISTYEHHBIX
y4acTKax 3TOro penbeda BOSHUKAIU TEPBbIE CENThI (DOPMUPYIOIICHCS TOYKH.
Ecnu cent ObII0 HEMHOTO, TO TIOCKOCTh CHMMETPHH MTPOXOHIIA Ha MPOJI0JIKE-
HUHM CPEHEH M3 HUX, a B CiIydae 0oyiee KPYyITHOTO 3a4aTKa IUIOCKOCTh CHMMe-
TPUU TIPOXOANIIA TIEPIICHANKYISIPHO MaTepHHCKUM cenrtaMm. [lpu paspacranuu
IOYKH W PACIPOCTPAHEHUU €€ Ha COCEJHHUE MATEPUHCKHE CEINThl IIOCKOCTh
CUMMETPHH MOTJIa MEHSTHCS M CTAHOBUJIACH NTEPIICHIUKYIIPHONW MaTePUHCKAM
cenTaM. JTO CBUJIETEIBCTBYET O TOM, UTO CUMMETPHS B PACTIOJIOKEHUH CENT Ha
HAYaJIbHBIX CTAJHH Pa3BUTHUs MOYEK OMpENeNsuIach peinbe(oM pacronoxkeHus
MTOJICTHIIAIOIINX 3a9aTOK MAaTEPHHCKUX CENT, a Ha OoJiee MO3HeH CTaauu erle
Y B3aUMHBIM BJIHMSHAEM C(OpPMHUPOBABIINXCS cenT. Ho 3To BiusiHue He OBLIO
TaKUM JKECTKHM W YETKHM KaK Ha Ha4YaJdbHBIX CTAIUSIX Pa3BUTHUS OOBIYHOTO
KOpaJUTUTa. DTO MOKHO OOBSICHUTH, YTO MPH PA3BUTHUU KOPAJUIUTA PA3BUTHE
CeMT OIpeaesiiock chOpMUPOBAHHBIMU paHee ME3EHTEPUSIMHU, a B MOJOOHBIX
MOYKaX HAa PAHHUX CTAAUAX UX PA3BUTHS ME3EHTEPUU OOBITHO, BUIUMO, OTCYT-
ctBoBaiu. [loaTOMy pacnonoxeHnne cenT y modek, BO3HUKABIINX U3 (parMeHTOB
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MTOTHOIIETO TMOTUIIA ITyTeM Mopdasakcuca, ObUIO He CTOJb MPaBUIBHBIM, KaK
y 0OBIYHOI'0 KOpaJITUTA. BO3MOXKHO, IMEHHO STUM OOBSCHSICTCS clladast JKU3HE-
CMOCOOHOCTH TAKUX MOYEK U HECTIOCOOHOCTh UX C(HOPMHUPOBATHCS BO B3POCIBIN
TOJIOBO3PEJIbIN TOJHII.

3AKJIIOYEHUE

[Iupoxoe pacmpocTpaHeHre OOKOBOTO MPUKPEITICHUS Y OMMHOYHBIX PyTO3
YKa3bIBaeT Ha OCEHAaHNe U MPUKPEIUICHHE UX JIMYWHOK OPIOIIHOW CTOPOHOM, a
He a0opasIbHBIM KOHIIOM, KaK Y COBPEMEHHBIX CKJIEpaKTHHHUH. [110CKOCTh cuM-
METPUHU KOpaJsinTa pyro3, 0003Ha4eHHas TIIaBHOW U MPOTHBOIOJIOKHON CernTa-
MH, COBIMAJAET C MIIOCKOCTHIO CHMMETPHUH JTMYMHKH, HA YTO YKA3bIBAET PACIIO-
JIOYKEHHE TIIaBHOM CENTHI ¥ pyOI1a MPUKPEIIIICHHS Ha OJTHOM CTOPOHE KOPaJIITUTA.
DT0 ¢ OOJNBIIOI BEPOATHOCTHIO CBUECTEIBCTBYET O MPHUCYTCTBUU Y JTHUYMHKA
pYTO3 mapbl ME3eHTEPHEB, M0 KpaifHel Mepe, Ha OpIONTHOW CTOPOHE, KOTopas
U ompezessiiaa NoJoKeHHe (GOPMHUPYIOLIEHCS MOcie MPUKPEIIICHUS THUYUHKH
riaBHOM centhl. [Ipeobdiaaroiee pacnoioKeHne TJIaBHOW CEMThI Ha BBIMYKJIOH
CTOpPOHE POTOBHJIHBIX KOPAJUIUTOB OOYCIIOBIEHO SKOJOTHYECKH HEOOXOIUMBI-
MH OCOOCHHOCTSIMH POCTa ITOCJI€ TOPU30HTAIBHOTO MPHUKPEIUICHUS TUIUHKH
OproITHOM CTOPOHOM. 13 3TOT0 MOYKHO ClIenaTh BBIBOJI, YTO OECCKENETHRIC TPEe/-
KU Pyro3, HEIOCPEACTBECHHBIE NITU yIaJICHHbIC HMEJH IIaHyJI000pa3HbIi 00JIUK
1 OpIOLIHYI0, 4, BO3MOXHO, U CIIMHHYIO TIapy ME3eHTEepPHEB. DTH BEJH, BUJUMO,
OCHTOCHBIN 00pa3 KU3HM, MoJI3asi Ha OPIOIIHON CTOPOHE, M MUTAINCH JTOHHOW
MOy Pa3JI0KUBLIENHCS OPraHUKOM.

Nzyuenne perenepamuy y pyro3 mokasaio, 4TO Ha CKEJIeTe MOTJIH OBITh OT-
pPaXeHbBI BCe TPHU PEreHepallMOHHBIX MyTH (AMUMOP(]03, MOpdaIaKCUC U KOM-
MEeHCaMOHHas pereHepanusi). Mopdaiakcuc nposBIsICS B BUJe HEOOIbIINX
MOYeK Ha MOruoIIeM MaTepUHCKOM KopasiuTe. M3yueHne pa3BUTHS 3THX MTOYEK
MoKa3ajo, 4YTo GOPMHUPOBAHUE CENT Y HUX OPraHU30BBIBAIOCH IO/ BIUSHUEM
penbeda MOBEPXHOCTH MATEPUHCKOTO0 KOPAJINTA, HA KOTOPOM HAXOIHJICS 3a-
yaTok. Me3eHTepun Ha paHHUX CTAJIMSIX Pa3BUTHS MOYEK, BUIMMO, OTCYTCTBO-
BaJIH, WJIH, 10 KpailHel Mepe, He OINMpeNessiiii MECTO TOSBIICHUS HOBBIX CETIT.
Takum 00pa3om, BecbMa BEPOSITHO, UTO U AJISL PyT03, U AJIsl CKIEPaKTUHUH mep-
BUYHBIM OBLIO pa3JiesieHle racTpajbHOM MOJOCTH Ha KapMaHbl ME3eHTEPHIMU,
a He BISTYMBAHUSMH CTEHKH TeJla C U3BECTKOBBIMH CeNTaMu BHYTpU. PopMupo-
BaHME ME3EHTEPHEB eIIe y TIIaHYJ CKICPAKTHHUI MOKET OTpaXKaTh WX MOsBIIe-
HUE ellle Y JaJIEKIX CBOOOTHOTIOIBHKHBIX TTPEIKOB.

Pabora BrimonHeHa py (pUHAHCOBOW TMOAJIEpXKKe mporpamMmebl [Ipesnany-
ma PAH «Kusas npupona». Asrop npusnatenet C. ['pumuny, I Mupanuesy,
A. IlImaxoBy u A. IlomoBoii 3a moMoInpe B cOope U (popMHPOBAaHUN KOJLISKITHH
KopaJyuios, a Takxke O.J1. Koccooii 3a moMonib ¢ mondopoM JTuTepaTyphl.
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BILATERAL SYMMETRY IN THE ONTOGENY
AND IN REGENERATION IN TETRACORALS
(CNIDARIA; PALEOZOIC)

© 2013 S.V. Rozhnov

Widespread lateral attachment in solitary tetracorals indicates for settling and
attachment of their planula by ventral side. The tetracorals corallites plane of symmetry
indicated by cardinal and counter major septa, coincident with the larvae plane of sym-
metry indicated by the location of the cardinal septum and attachment scar on one side
corallite. This indicates with a high probability of the presence of paired mesenteries in
tetracorals larvae, at least on the ventral side. Soft-bodied tetracoral ancestors, direct or
distant, had planula-like body shape and a pair of ventral and, probably dorsal mesenter-
ies. They were benthic, crawling on the ventral side, and fed on bottom semi-decom-
posed organic matter. The study of regeneration in tetracorals showed that all three ways
of regeneration could be reflected in the skeleton (epimorphosis, morphallaxis and com-
pensatory regeneration). Morphallaxis appeared in small buds on the dead parent cor-
als. The study of the development of these buds showed that the formation of septa was
organized them the influence of the surface relief of the parent corallite on which there
was a bud. Mesenteries were probably absent in the early stages of bud development.

Keywords: tetracorals, Carboniferous, regeneration, morphallaxis, mesenteries, on-
togenesis, planula, comparative morphology.
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®EHOMEH S HAHTUOMOP®UHU Y MOPCKUX MILIAHOK

JI.A. BuckoBa
Tlaneonmonozuuecxuti uncmumym um. A.A. Bopucaxa PAH, Mockea
[ viskova@mail.ru

Caezienust 00 sHaHTHOMOP(hU3ME Y MOPCKHX MIIAHOK KpaiiHe penku. Ha
OCHOBE aHalM3a MyONMKAlUil ¥ MMEIONIErocss MaTepuaia 0 HCKoIae-
MBIM U COBPEMEHHBIM MIIIAHKAaM yJIaJOCh BBIJICIIUTh Pa3Hble THUIIbI HAH-
THOMOP(]HBIX 3001 I0B U SHAHTUOMOP(]HBIX KOJIOHUH, KaK y APEBHUX, TAK
Uy pELIEHTHBIX MpeacTaBuTeeil kiaccoB Stenolaemata n Eurystomata.

W3BecTHO, YTO MOPCKHMM MILAHKAaM CBOMCTBEHHa OuiaTepajibHas CUMMeE-
Tpusi. OQHAKO, KaK y HEMOABMKHBIX KOJIOHHAJBHBIX OPraHU3MOB, Y HUX MOTYT
MPOUCXOANUTH 00Jiee WM MEHEee Pe3KHe HapyIICHHs] CHMMETPHH B Hapy KHOM
CTPOCHHH KOJOHHH M B COCTaBISIONIMX MX 300HJaX. DTO BTOPUYHOE OTCYT-
CTBHE CHMMETPUH, UJIN AUCUMMETpu, Kak oTMeudaeT B.H. bexnemures (1964),
HE TPUYUHSET CHISTYUM KUBOTHBIM HEYJIOOCTBA M OIPOMHOE MX YUCIIO COXpa-
HSET CTPOT'YIO IByCTOPOHHIOIO CHMMETPHIO, B TO BPEM s KaK JUCUMMETPHSI IIPO-
SBJISIETCS Y HUX Pa3HOOOpa3HO M Pa3pO3HEHHO. AHAJU3 UMEIOLIUXCS TaHHBIX
MOKAa3bIBAET, YTO TAKYI0 TUCHMMETPHIO 300HMJI0B M KOJIOHHUHU, BCTPEUAIOLIYIO-
csl B Pa3HBIX HE CBS3aHHBIX MEXKIY COOOIO TpyMIax APEBHUX U COBPEMEHHBIX
MOPCKHUX MIIAHOK, MOXHO OTHECTH K ABYM MOJU(HKAIMSIM — JIEBBIM (CHHU-
CTPaJbHBIM) M TPAaBBIM (IEKCTPAIBbHBIM) (hopMaM KaxIO0H W3 ITHUX CTPYKTYP
1 CBs3aTh MX C TaKWM SIBJICHWEM, Kak dHaHTHOMOpdu3M. B Bombmioil coBet-
CKOHM SHIMKJIONECIUN TEPMUH «3HAHTHOMOP(H3M» O3HaYaeT HAXOASIIUNCS Ha-
MPOTHUB, MPOTUBOIOJIOKHBIHN (OT rped. enantios — 1 morphe — ¢popma). B cnosa-
pAX ynoTpeOisieMbIX TEPMUHOB, HMEIOIIUXCSL B pa3HbIX M3AaHusax Treatise mo
Mmirankam — crapbix (Bassler, 1953) u HoBbix (Boardman, Cheetham, Blake et
al., 1983), atot TepmuH oTCyTCTBYeT. ONHAKO B CIOBAPSX HCIIOIb3yEMbIX Tep-
MUHOB K IByM MOHOTpagusiM, HOCBSALIEHHBIM MIIaHKaM TOJIBKO OZHOr'O OTpsia
Ctenostomata (Pohowsky, 1978; Hayward, 1985), pa3bsicHsieTCSs, 9YTO 300HbI U
KOJIOHUW SHAHTUOMOP(HBI, €CIIN OHH SIBIISIIOTCS 36 PKaIbHBIM OTPaKEHUEM JIPYT
IpyTa, T. €. MPEICTaBICHbl CHHUCTPAIBHBIMH U IEKCTPaIbHBIMUA (OPMaMHU.
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Cumnraercs, 4TO y KOJIOHHAIBHBIX OPTaHU3MOB YHAHTHOMOP(H3M BCTpeda-
eTCsl He TaK 4acTo, KaK Cpely yHUTApHBIX. MOXKET OBITh, TOATOMY B paboTax
POCCHIICKMX aBTOPOB 10 UCKOMIAEMBIM M COBPEMEHHBIM MIIIAaHKaM KaKyH-TH00
nHpOpMaLHIO 00 YHAHTUOMOPPHU3ME Y STUX KOJIOHHAIBHBIX XKHUBOTHBIX Hal-
TH HE YAaJ0Ch, 3a MCKJIIOYEHUEM omHoU cTaThu (Buckona, [laxueBuu, 2010).
O0630p MHOCTPAHHOM JHUTEpPATypPhl MO MINAHKaM (OYEBHIHO, HE MCUEPIBIBAIO-
IAHA) TTOKa3aJ, YTO TOJIHKO B HEKOTOPBIX padoTax SHAHTHOMOPGUsS 300UII0B
1 KOJIOHWH paccMmarpuBanack kKoHKpeTHO (Pohowsky, 1978; Hayward, 1985).
B npyrux m3maHusx oHa KOCBEHHO NOATBEPKIAlach NETAJbHBIM OMHCAHUEM
0COOCHHOCTEH pa3BUTHSI IEKCTPAIBHBIX U CHHUCTPAIbHBIX KOJIOHHH, aCHMMe-
TpHuH 3004JI0B 1K uX nossipHoctyu (Lagaaij, 1963; Cheetham, 1968; McKinney,
1980; McKinney, Burdick, 2004; Taylor, 1978; McKinney, Wass, 1981; Cook,
1981; Chimonides, Cook, 1994; Grischenko, Gordon, Taylor, 1999 u mp.). [Ipo-
BEJICHHBIN aHAIN3 MyOIMKAUA U UMEIOMIETOCs MaTepHalla 1Mo UCKOTIAeMbIM |
COBPEMEHHBIM MIIaHKaM MO3BOJIMI 00OOIIUTE BCE N3BECTHBIC JaHHBIEC U BBIJC-
JUTH Pa3Hble TUIBI JHAHTHOMOP(HBIX 300HMI0B U SHAHTUOMOP(HBIX KOJIOHUH,
KaK y JIPEBHUX, TaK U Y PEICHTHBIX MpeACTaBUTElNCH KilaccoB Stenolaemata u
Eurystomata.

JHanTHOMOPdHBIE 300M1bl. B KOJOHMAX MIIIAHOK BCTPEYAIOTCS JIBa TUIIA
SHAHTHOMOP(HBIX aBTO300HMJOB (Iajice MOYTH Be3le — 300unbl). OAuH THI
MIPE/ICTABIISIET AEKCTPAIIbHBIE M CHHUCTPATBHBIE 300 Ibl, BTOPOH THIT — 300U IBI
C HOPMaJIbHOH M PEBEPCHBHOW OpHEHTAIMEH, UM ¢ HOPMaJIbHOW M PEBEPCHB-
HOUW MOJISIPHOCTHIO: aNepTypa PEeBEPCHUBHOTO 300MAa HAXOIUTCS Ha €ro MpOK-
CUMAJIbHOM KOHIIC, TOrJla KakK IIpu HOpMaHLHOﬁ OpHUCHTAlIMM OHAa MMCEECT OUC-
TabHOE TIoJIokeHne. O0a THIa YSHAHTHOMOP(HBIX 300HUIOB C Pa3HOU CTETICHBIO
WX Pa3BUTHS MOTYT BCTPEUATHCS B OJHON M TOM K€ KOJIOHUH, JTUOO0 BCS KOJOHUS
MOXET ObITh CHOPMUPOBAHHOH TOJIBKO OJHUM U3 STHUX THUIIOB 300HI0B.

Kak okasanoch, 3HaHTHOMOP(HBIE 300HbI Yallle OTMEYAIOTCA y TPYIAHO
pacro3HaBaeMbIX JAPEBHUX M COBPEMEHHBIX CBEPISIINX MINAaHOK Vesiculariida
(=Stolonifera, Ctenostomata), KOJIJOHUH KOTOPBIX JIMIICHBI H3BECTKOBOI'O CKEJIe-
Ta. DTH MITAHKH MIPUCTIOCOOICHBI K )KU3HU B TBEPAOM U3BECTKOBOM CyOCTpare,
MIPOHHKAS B HEro XUMUYeCKUM IyTeM. Ha moBepxHOcTH cyOcTpaTa (paKOBHUHEI
Pa3IUYHBIX MOJIIIOCKOB) OCTAIOTCS CJIE/Ibl CTOJIOHOB M MOYKYIOLUIMXCS OT HHUX
3000/I0B, @ TaKXe amnepTypbl, COOTBETCTBYIOLINE OTBEPCTHUSM aBTO300UIOB,
4yepe3 KOTOpbIe BBHICTYMANU JIO(GOPOPHI ISl OCYIIECTBICHHUS BCEX KU3HEHHO
BaXHBIX (PYHKIIUH. DHAHTHOMOP(HBIE 300M bl CBEPIISIINX MIIAHOK, TPEBHUX
1 PEIIEHTHBIX, BriepBbIe ObTH omucanbl P.A. [ToxoBckum (Pohowsky, 1978). Ouu
Paco3HAIOTCS TI0 TIOJIOKEHHIO UX allepTyp OTHOCHTEIBHO CTOJIOHA: Ha PaBOi
CTOpPOHE WII BJIOJIb HETO — 300HJIBI JEKCTPAlIbHBIE, HA JIEBOW — CHHUCTPAJIb-
uele. [lo nanabim [Toxosckoro (Pohowsky, 1978) nexkcTpasibHble M CHHUCTPAIIb-
HBIC 300U bl XapaKTCPU3YIOT KOJOHUU CBEPJIAIIMUX MIIAHOK TaKHUX POJOB, KaK
Terebripora d'Orbigny, 1847 (3ouien — HbiHe) 1 Immergentia Silén, 1946 (Muo-
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LICH — HbIHE) U YKa3bIBAIOTCSA B UX JUAarHo3ax. B ogHMX KOJOHHUSAX 3THU 300U-
Ibl MOTYT OBITh €QUHUYHBIMH, B IPyT'MX — MHOrouMcIeHHbIMU. Hanpumep, y
T. ramosa d'Orbigny, 1847 (nnmmouen-usine, CHIA, Yunn) nin 1. patagoniana
Pohowsky, 1978 (coBpemeHHBIN, ApreHTHHA) OOJIBITNHCTBO 300U10B SIBIISIIOTCS
100 AeKCTpalbHBIMU, JTM00 CHHHUCTpadbHBIMU. KpoMe Toro, y Bblllle Ha3BaH-
HBIX BHUJIOB, & TAK)KE Y TaKMX CBEPIAIIUX MIIAHOK, Kak Ropalonaria? arachne
(Fischer, 1866) (xemmoBeit — okchopn, Ppannms), Marcusopora ripleyensis
Pohowsky, 1978 (maactpuxt, CIIIA) u T. falunica Fisher, 1866 (coBpemeHHBIi,
Bpaszunus) BcTpedaloTcesi U peBEpCUBHBIE 3001 IbI.

Kak noguepkusaet [loxoBcku, y cBepisimux mimaHok pona Cookobryozoon
Pohowsky, 1978 (muonen Kanudopuuu, minoneH ABCTpaliuu), ¢ €IUHCTBCH-
HeiM BujioM C. lagaaiji Pohowsky, 1978, sHanTHOMOpdU3M B 3HAYUTEIHHOI
CTENEHH MPOSIBJISIETCS B HOPMAJIbHON M 00paTHON OpHEHTALMU 3001 0B, U IPU
3TOM PEBEPCUBHBIC 300UIbI MOTYT COCTABIIATH OOJIBIIYIO YaCTh KOJIOHUH. Oc-
HOBHOH CTOJIOH, OTXOJSLINH IUCTAIBHO OT HPOKCUMAJIBHOIO KOHLIA aHLECTPY-
JIbI, BCET/Ia TIOUKYET TOJIBKO peBepCUBHBIE 300M bl [locnennnue MoryT OBITh CH-
HUCTPaJbHBIMU, €CITM BCE MX alepTypbl IOMELIAIOTCS Ha JIEBOW CTOPOHE 3TOrO
CTOJIOHA, M JIEKCTPATBHBIMH, ECITH BCE OHM — Ha €ro TpaBoii ctopone (puc. la)'.
300u/1bl, OPUEHTUPOBAHHBIC HOPMAJIBHO U C alepTypaMH Ha IIpaBOd CTOPO-
HE CTOJIOHA MJIM BJIOJIb HEIO PACCMAaTPHUBAIOTCS KaK JICKCTpajbHbIC. JHAHTHO-
MOpQHBIE 300116l 3TOTO BUJA XOPOLIO PACIIO3HAIOTCA U B YaJICHHBIX, KPACBBIX
y4acTKax KOJOHUH. Y APYTHX CBEPJSAMIMX MIIAHOK JIEKCTPaJbHBIE M CHHU-
CTpalibHBIC 300UbI, O0Jiee MIJIM MEHEE JIETKO pa3InYrMble Ha PAHHHUX CTaIHsIX
Pa3BUTHS KOJIOHUH, YaCTO TPYJHO y3HABACMBI HA PACCTOSIHUH OT aHIECTPYJIbI.
Bo3moxHo, pazButue B kooHusX C. lagaaiji s5HAHTHOMOP(HBIX 300HI0B IBYX
TUIIOB M JIOMMHHMPOBAHUE PEBEPCHUBHBIX 300MJOB /JaBaJi0 UM OIpEIC/ICHHbIC
MpPEeUMYLIEeCTBa Nepe APYTUMHU CBEpILIMMH MinaHkaMmu. [loxoBcku, moguep-
KuBasi o0mupHoe paspactanue komonui C. lagaaiji Bo Bce CTOpoHBI CyOcTpaTa
BOKPYT aHIECTPYJIbl, CAMUTAET, YTO OH IIPOUCXOINII OYCHB OBICTPO U 6€3 0COOBIX
MoMeX, HaxOJIAIUeCs PSJIOM C aHIIECTPYJIOH CTOJIOHBI JUTMHHEE MOCIE Ty FOIINX,
a UX pocT OBLIT CBOOOIHBIM. 31€Ch, OYEBUIHO, CIEAYET 3aMETUTh, 4TO [ToxoBcKH
OTIpesieNisieT Kak SHaHTHOMOP(HBIE He TOIBKO 300U /1bI, HO 1 KostoHuU C. lagaaiji,
MOCKOJIBKY CTOJIOH, HAUMHAIOIIMICS OT aHLIECTPYJIbL, IIOYKYET BCET/1a PEBEPCHUB-
HBIC 300M/IbI C allepTypamMH Ha JIEBOH CTOPOHE (KOJOHMHM CHHUCTPAJIbHBIC) UITH
Ha MMpaBoi (KOJIOHHUH JICKCTPAJIbHBIC), U TAKOE XKe TIOJIOKEHHE arepTyp BcTpeya-
ercs Ha Apyrux cronoHax (Pohowsky, 1978, c. 93).

Penxue peBepcuBHBIC 300MIBI OTMEUeHBI U Y Buma Orbignyopora opulenta
Viskova et Pakhnevich, 2010. Dta cBepnsimas MIimaHKa U3 CPEIHETO KeIJIOBes
[HonMockoBBbst Obl1a 0OHApYKeHa B IOBEPXHOCTHOM IIOYTH [TPO3PAUYHOM CJIOE BHY-

"' Ha 5TOM W Ha ApYTHX IPUBEACHHBIX B CTAThE PUCYHKAX pa3Mepsl (MaciiTabHOE H300paKeHNE)
OTJECIBHBIX (PUT'Yp HECKOJIBKO OTJINYAIOTCS OT pa3MepoB ITUX ke QUTYpP B OPUTHHAJIBHBIX aB-
TOPCKUX CTaThsAX, OJHAKO 3TO HE BJIMIET Ha BOCIPUATHE U3JIaraeMOro Marepuala.
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Puc. 1. DnanTromopdusie 300uabl: a — Cookobryozoon lagaaiji Pohowsky, 1978 (x 8.1); pe-
BEPCHBHBIC CHHUCTPAJIbHBIC 300H (bl HA OCHOBHOM M Ha OOKOBBIX CTOJIOHAX, BUJIHBI IEKCTPAIIb-
HbIE HOpMaJbHBIC 300UblI (KOPOTKAs CTPENKa) M PEBEPCUBHBIN (IJIMHHAS CTPENKA); HIKHUN
nonieH; ABctpanus (Pohowsky, 1978); 6 — Orbignyopora opulenta Viskova, Pakhnevich, 2010
(x 24); Ha GOKOBOM CTOJIOHE, OTXOJSIIEM OT OCHOBHOI'O, BUIEH PEBEPCHBHEIN YKOPOYCHHBIN 30-
oun (p3); cpenHsis 1opa, cpeqHuit kemnoseit; Poccus, . Mocksa, kapeep Kamymku (ap1He — Jle-
noBoi neHTp MockBa-Cutn) (Buckosa, [laxnesuu, 2010); 6 — cxema pacronoKeHUsI 3HAHTUO-
MOPQHBIX 300110B B WICHUCTHIX KoJoHMsX Poricellariidae: ¢ — cerMeHT ¢ MpOIOIBHBIMH PSIIaMH
MOHOMOP(}HBIX 300HJI0B, 6 — TUMOP(QHBIX 300UJ0B; 0003HAUCHUS: JUI — JICBBIH JIaTepabHBIN
pan, 1 — eBblid GPOHTATBHBIN PsiL, 1T — MPABBII JaTepasbHbIH psl, ] — npaBblid GPOHTAIL-
Heli psig (Bordman, Cheetham, 1969, ¢ n3menenusvmm).
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TpEHHEH CTOPOHBI PakoBHUHEI ycTpuilbl (Buckosa, [laxaesnd, 2010). B xononuun
OT OCHOBHOT'O ¥ OOKOBBIX CTOJIOHOB TIOYKOBAJIHCH J[Ba THIIA aBTO300HI0B — YKOPO-
YEeHHBIC U YIJTMHEHHBIE, PACTIOJIOKEHHBIE CHMMETPUYHO BJIOJIb CTOJIOHOB M XapakK-
TEPU3YIOLIMECs] B OCHOBHOM HOpMaJibHOW opueHTanuel (puc. 10). Onnako cpenu
YKOPOUYCHHBIX 300H/IOB, MOYKOBABIIMXCS Ha OOKOBBIX CTOJIOHAX, MHOT/IA MPOSIB-
JsUICsl UX SHaHTHOMOPGH3M. OH ObUT BBIP2XKEH Pa3BUTHEM, HAPsJy C HOPMAaJib-
HBIMH 300MaMH PEBEPCUBHBIX, UMEBIIINX allepTypy Ha MPOKCHMAIIEHOM KOHIIE.

OdveHp HATTAHYIO JICBH3HY W TPABHU3HY 300UJOB JAEMOHCTPHUPYET ame-
pukanckuii uccnenoBarens A. YUuram (Cheetham, 1968; Bordman, Cheetham,
1969) Ha mpumMepe XeWIOCTOMHBIX MIIAHOK cemeiicTBa Poricellariidae (maa-
CTPUXT — HbIHE), OJTHAKO, OH €€ pACCMaTPHUBACT KaK UX aCHMMETpHUI0. BeTBHCThHIC
YJICHUCTHIC KOJIOHUU THX MIIAHOK COCTOSIT U3 CErMEHTOB, B KOTOPBIX 300H/IbI,
OTKPBIBAIOIIHECS TOIBKO HA OAHY CTOPOHY, PACTIOIOKEHBI B YETHIPE TIPOI0IIb-
HBIX psina (puc. 16). I3 HUX aBa psia 300MI0B SBISIOTCS PPOHTAIBHBIMH (OXHMH
JIEBBIH, IPYTOH — IPaBBIiA) CO CPEAUHHON IMHUEH MEX Ty HUMU, U JIBa PsJia 300-
UJ0B — JIaTepaJIbHBIMU (OJMH — JIEBBIH, 1pyroi — mpasblil). OTBepcTUs (O€3UN)
3001JI0B BO BCEX Ps/IaX HAKJIOHEHBI K CPEIMHHON JTMHUH (POHTAIBHON CTOPO-
HBI cerMenTa. CaM aBTOp TIOMYEPKHUBACT, YTO JICBBIH (DPOHTAIBHBIN U JICBBIH Jia-
TepaJTbHBIA PSIBI 300MI0B SBISIOTCS 3epKaTbHBIM OTPakeHHEM MTPaBoro (GhpoH-
TaJIBHOTO W TPABOTO JaTepaybHOro psamoB 300ua0B (Cheetham, 1968, c. 187).
Ho Ttakoii xapaktep pacronoxxeHusi 300u10B B KonmoHusX Poricellariidae n ux
MOPQOIOTHs TO3BOJISIIOT CYMTATH 3TH 300MAbI SHAHTHOMOP(OHBIMH. MOXHO OT-
METHUTb, YTO Ha 3TO ObLIO 0OparieHo BHUMaHue [loxosckoro (Pohowsky, 1978,
c. 40). CornacHo uccnenopanusiMm Uurama (Cheetham, 1968) y Poricellariidae
B MHTEpBAJIC MO3AHUN MEN — HBIHE U3MEHSJINCh OCOOCHHOCTH MOYKOBAHUS H
MophoItorrst 300MI0B (MX ITUPHUHA, IJTHHA, YTOJI HAKJIOHA OTe3Hil, KOJIHMIeCTBO,
pa3Mepsl U OpUEHTAIUS a[BEHTUBHBIX aBUKYJISIpUEB | T. 11.). [Ipu 3TOM B 300H-
Jlax JaTepalbHBIX PsJOB IPeoOpa3oBaHMsI IPOUCXOAMIIN ObICTpee, YeM B 300U-
nax (poHTaNBHBIX psiioB. B pesynbrare, kak oTMedaeT Yuram, MOHOMOP(QHEIE
300u/b1 y MeJIoBbIX Poricellariidae ctaHoBsiTCSl AUMOP(HBIME Y OJUTOIICHOBBIX.
JumopdHbIe 300161 XapaKTePHBI U JISI COBPEMEHHBIX TIPEJCTaBUTENEH ITOTO
cemeiicTBa. THTEpecHO 3aMeTnTh, uTO 30016! Poricellariidae, HaxomuBmuecs B
30HE aCTOr€HETHYECKOT0 IOBTOPEHMSI B IBYX (DPOHTAIBHBIX U B IBYX JIaTepalib-
HBIX psAax, Ha MPOTSIKEHUU pacCMaTpPUBAEMOI'0 MHTEpBaja BPEMEHH (Menl —
HBIHE) OCTaBAJINCh YHAHTUOMOP(QHBIMHU.

DHaHTHOMOP(HBIC 300H]IbI XapaKTEPU3YIOT YHUKAIBHYIO XEHIOCTOMHYIO
mmanky Fatkullina paradoxa Grischenko, Gordon et Taylor, 1999. Ilpu sTom
SHAHTUOMOP(HU3M TIPOSABIISIETCS TOIBKO B HOPMAIBHON W peBEPCHUBHON TOJSP-
HOCTH 300U10B (puc. 2). UHKpyCcTHPYIOIIFE KOJOHWU STOW MIITAHKH, pPa3MepaMu
0.2-12.0 cm, ObutH HalJeHBI B TPUOPEXKHBIX Bomax OXOTCKOro Mopst (iwenbd
3amagHoit Kamuartku) poccuiickum Opuozoonorom A.B. I'pumenko. OH Brep-
Bble 00paTHII Hallle BHUMaHKe Ha PEBEPCUBHBIC 300UIbI B €€ KOJIOHUSIX BO Bpe-
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Puc. 2. Fatculina paradoxa Grischenko, Gordon, Taylor, 1999: ¢ — uHKpyCcTHpYOIIAs KOJO-
HUS, BUIHBI 300116l C HOPMAJIBHO U PEBEPCHBHOM MONSPHOCTHIO (X 26); 6 — BAPUAHTHI OPUCHTA-
LMK PEBEPCUBHBIX 300H10B, TOYKYIOLINXCS OT aHIECTPYsl (A); coBp.; Poccus, OxoTckoe Mmope
(Grischenko, Gordon et Taylor, 1999).

MsI COBELIaHUSI N0 UCKOMAEMbIM U COBpEMEHHbIM MiaHkaMm B [lepmu B 1994 r.
BriociienctBum oHa Oblla OmMcaHa UM COBMECTHO ¢ MHOCTPAHHBIMH KOJIJIETa-
mu (Grischenko, Gordon, Taylor, 1999). uTepecHo, 4TO NIEpBBIC PEBEPCUBHEIC
3o0ubl B KoJOHUSX F. paradoxa oka3pIBaloOTCS B YUCIE TPEX JOYEPHUX 300-
WJIOB, IOYKYIONMXCA OT aHnecTpyiabl. OHU (GOPMUPYIOT ¢ HEW CBOEOOPa3HBIIH
aHLEeCTPYIsIpHbINA KoMIuiekc. [Ipu Bcerna HopMajabHOM OpUEHTALIMU CAMOW aH-
LECTPYIbl, OPUEHTAIUS JIOUYEPHUX 300MI0B B ATOM KOMILIEKCE MOKET HMMETh
4yeTbIpe Bapuauuu (puc. 20). PeBepcuBHBIC 300MABI Pa30pocaHbl MO BCEH KO-
nonun F. paradoxa, 1 y HHMX, KaKk ¥ y HOpPMaJbHBIX 300HMJI0B, 3aMETHO YTOJI-
mieHa gponraib. Kpome Toro, u3 peBepCHBHBIX 300HMI0B MO KpasM OKPYTIBIX
KOJIOHUH (hopmMupyeTcst penbedHbIN BBICTYII, KOTOPBINA, KaK OTMEYAIOT aBTOPHI,
WTpaeT 3alIUTHYIO poib. [Ipu 3TOM opuduce 3THX 300MI0B, PaCIOI0KEHHEIE
Ha MX TPOKCUMAJIbHBIX KOHIIaX (M OJIMKE K IEHTPY KOJIOHHUH), TAKIKE HAXOISTCS
O/ 3aIIUTON 3TOTO BHICTYHA.

[TprynHBl TOSBICHUS YHAHTHOMOP(HBIX 300UJOB Y CBEPIISAIINX MIIAHOK
noka He packpbIThl. Kak nonaraer [Toxoscku (Pohowsky, 1978), onu moryT dop-
MHPOBAThCS Ha MPOCTEHIITNX YPOBHSAX KiIeTOuHOW nuddepeHnmanum n opra-
HH3AIUH, HA Pa3HBIX CTAJUAX OHTOTeHe3a 300MI0B MM BO3HUKATH CIIy4daifHO.
Hampumep, y MHOrHX BHIOB Immergentia Takuie 300116l CHa4YaJia pPa3BUBAOTCS
KaK CpeIMHHO-0a3aIbHOE SIBHO CAMMETPUYHOE PACHIMPEHHE CTOJIOHA, a 3aTeM
MIPOUCXOIUT HE3aMETHOE CMEIIEHNE allepTyphl Ha MPaBYyIO WM JIEBYIO CTOPOHY
cronona. Y xe#nocromubix Poricellariidae, cormacHo uccnemoBanusim Unrama
(Cheetham, 1968; Bordman, Cheetham, 1969), sHanTHOMOP()HU3M MOXKHO pac-
CMaTpPUBATh KaK Pe3yJbTaT allZIOMETPHIECKOTO YBEIIMUEHUS 300U IaJIbHON JHC-
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Puc. 3. ®parMenTsl cniupainbHbIX KonoHMH poma Archimedes: a, 6 — A.
keyserlingi Stuckenberg, 1875, a — oceBast yacTb (Hart. Bel.), 6 — pparMeHT CETKH,
TaHTeHIUaIbHOE ceueHue (x 8); BepxHuit kapooHn; Poccus, Tuman (Hukudopo-
Ba, 1938); 6 — A. orientalis Schulga-Nesterenko, 1949, oceBas yactpb (HaT. Bel.);
HIKHssI IepMb; Poccus, 6acceiin p. [levopst, p. [loguepem (Lllynsra-Hecteperko,
1949); 2 — A. bolkhovitinovae Schulga-Nesterenko 1951, oceBas yacTs (Hat. BeL.);
cpenuuii kapoon; Poccus, p. [Tunera, H. ITanenra (Ilynsra-Hectepenko, 1951).

nmMeTpun. OTHOCHTENBHO XelnocToMHoro Buaa F. paradoxa, oueBuiHO, MOX-
HO CUMTATh, YTO €r0 YHAHTHOMOP(HBIE 300U Il (C PEBEPCUBHON W HOPMaJIbHOM
MOJISIPHOCTHI0) (POPMUPOBATIUCH HA PAa3HBIX CTAAMSIX acTOrCHE3a, HAuWHAsl OT
AHIIECTPYIIBI, KaK 3allUTHAS PEaklHs Ha arPECCUBHYIO CpPEy.
JHaHTHOMOP(HBIE KOJOHUHU. Y HCKOITaeMbIX MIIIAHOK Ki1acca Stenolaemata
1 COBPEMEHHBIX MIIAHOK Kjacca Eurystomata oHM mpeacTaBiIeHbl IPOCTpPaH-
CTBCHHBIMH JICBO- M MPABO3aBEPHYTHIMH CIIMPAISIMU BEPTUKAJIBHO PACTYLINX
KosoHui. Kpome Toro, M3BECTHBI JIEBO- U MTPABO3aBEPHYTHIC IIIOCKHE CITHPATN
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WHKPYCTHUPYIONINX KOJIOHHH (CO CITMPAIIBHBIM PACIOI0KEHNEM 300H/I0B) Y UC-
KOaeMbIX U coBpeMeHHBIX Eurystomata. Cpeay mpocTpaHCTBEHHBIX SHAHTHO-
MOP(HBIX criMpalieii BEPTUKAIBHBIX KOJOHUN HCKOMaeMbIx Stenolaemata Mox-
HO BBIJICJIUTDH YETHIPE THIIA PA3HOH CIOKHOCTU CTPOCHUS.

[lepBbIii U3 HUX — BUHTOOOpa3HBIE ceTYATHIC KOJOHWU IUPOKO M3BECTHO-
ro maneo3oiickoro poaa Archimedes Owen, 1842. B Haieli ctpaHe 3TOT poj
pacmpocTpaHeH B CpellHeM M BepxHeM KapOone Pycckoit mmardopMbl, B HIK-
Helt nepmu Ypana u Tumana (Hukudoposa, 1938; lllynsra-Hecrepenko, 1941,
1949, 1951, 1952, 1955; Mopo3zosa, 2001), HO HeOObIYaiiHO OOUJIEH OH B HUXK-
Hem kapOone CeBepHoit Amepuku (McKinney, 1980, 1993; McKinney, McGhee,
2003; McKinney, Wass, 1981). K coxaneHnuto, Hu B OIHOM paboTe pOCCHHCKUX
aBTOPOB, HECMOTPS Ha MOAPOOHBIC OMUCAHUS IIeJoro psma BumoB Archimedes
(puc. 3), He yKa3bIBAaeTCs, SIBISIOTCS JIM WX CIIHPATHHBIC KOJIOHUU TIPaBO- HIIH
JIEBO3aBEPHY THIMU.

Yame peructpupoBaiuck Bunbl Archimedes, ceTyarpie KOJOHUU KOTOPBIX
Pa3BHUBAIUCH B OAMHOYHYIO CIHPab (JEKCTPAIbHYIO UM CHHUCTPAJIBHYIO) OT
Kpasi CeTKH pOJAUTENbCKON KOoNoHUH, TyTeM (parmentanuu (McKinney, 1983).
OnHako M3BECTHBI PEAKUE MPUMEPBl OJIMHOYHBIX U Pa3HOHAIIPABJICHHBIX Iap-
HBIX criupalielt Archimedes, KoTopble hOpMHPOBANIACH OT PACITUPEHHOTO WH-
KPYCTHPYIOIIETO OCHOBaHWs, 0oOpa3oBaHHOr0 BOKpyT aHmecTpyisl (Ulrich,
1890; Condra, Elias, 1944; Conkin, Fuson, 1970; McKinney, 1983). Ho oco0srii
HWHTEpEC MpeNCTaBIsIeT YHUKaIbHAs HaX0AKa OJHOTO U3 BUJI0B Archimedes — A.
cf. intermedius (Ulrich, 1890) B ¢popmanuu Yectep (mo3auuii KapOoH, paHHHUH
Hamrop) Ha ceBepe Amnabamel, CIIA, omucannas K. MakxKunau u Jl. Bapau-
koM (McKinney, Burdick, 2001). IToutn oT OcHOBaHHS CETYATON BEePOBUIHOMN
KOJIOHMHU B MTPOTHBOIIOJIOKHBIE CTOPOHBI OTXOAST JBE CHUPAIbHBIE BETBH, U3
KOTOPBIX OJ{HA JIEKCTpajbHasl, a Ipyras — CHHHCTpaibHas (puc. 4a). boxoBbie
CIHMPAU NEPHEHANKYISIPHBI K BEPTHKAIBHOMY POCTY MaTEPHUHCKOM KOJOHUH.
ABTOpBI 00paIat0T BHUMaHKE Ha HEOOBIUHOE 0a3aJIbHOE MPUKPEILICHUE, CPop-
MUPOBAHHOTO, OYEBUTHO, B pe3ybTaTe 00pacTaHus aHIIECTPYJION 1 IOCIIEAYI0-
ITUMU 300HIaMH BEPXYIIKH d3(heMePHOTO CyOCcTpaTa, KOTOPHIH BO3BBITIIAJICS HAL
MOPCKHM JTHOM. braromaps 3ToMy sHaHTHOMOP(HBIE CTUPATH MOTJIH CBOOOTHO
pacTH B pa3Hble CTOpOHBL. B menom sta cioxHas xoionust Archimedes HeoObI-
yallHO MUHHUATIOpHA: OHA UMeeT Bcero 6.5 MM B BeicoTy U 200.0 MM nmonepeuHoi
nrHEL Yamie B paboTax majeoOHTOJIOTOB MPUBOIUTCS TaKas JUIMHA OTIACIBHBIX
(dparmenToB crimpaiu Archimedes: 0.25-50.0 cm, a unorna — 70 100.0 cm.

OO0mIen3BecTHO, YTO ACIUKATHAs ceTka crupanu Archimedes coctout u3
OndypKUPYIOMHUX COCAMHEHHBIX MEePEKIaHAMHU BEeTBEH ¢ ABYXPSIHBIM pac-
IIOJIOKEHUEM 300HUJI0B, OTKPBIBAIOIIMXCS HA OJHY CTOpOHY. VccienoBaHusMu
MaxKunnu (McKinney, 1980, 1993 u np.) ycTaHOBIEHO, YTO MOJTHBIE KOJOHUH
9TUX MIIAHOK (HOPMUPOBAIHCEH CIUPATBHBIM POCTOM OU(pYPKUPYIOLINX BETBEH
BJIOJIb OCH U PaJIMaIbHBIM MX POCTOM OT Hee. [Ipu aToM B mpejenax KaJou
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Puc. 4. [IpocTpaHCTBEHHBIE CIIMPAIH KOJOHUH Mae030MCKUX MIIAHOK: a — Archimedes cf.
intermedius (Ulrich, 1890), BeepoBuaHas ceTka U OTXOISAIINE OT HEE YHAHTHOMOP(HBIE CIIIpa-
mu (x 5.5); popmarust Yectep (mo3auuit kapbon, panuuit Hamiop); CIIIA, Anabama (McKinney,
Burdick, 2001); 6, ¢ — Kazarchimedes kalbensis Plamenskaja, 1964, 6 — BHelHuit BU (HAaT. BEL.);
6 — (hparMeHT CeTKH, TAHTCHIMATbHOE cedeHue (X 14); HmkHuil kapOoH, BepxHHH Bu3e; BocTou-
bl Kazaxcran (ITnamenckas, 1964).

CIHpaN B cepuu OM(PYPKUPYIOMINX BETBEH OJHA BETBH COXPAHSIIA CIIHPAb-
HBIA POCT (IEKCTPaAbHBIA UM CHHHUCTPAIBHBIN) MAaTEPUHCKON BETBH, IpyTas
OTKJIOHSIJIACh B CTOPOHY. BHYTpeHHU Kpail ciupalibHO 3aBEPHYTON CETKH CO3-
JIaBaJI OCEBYIO CTPYKTYPY, WU 0ceBOM BUHT. HO HacTosLEel TUHEHHON CTPYK-
TYpbl, OT KOTOPOH HauyMHayiach Obl CIMpajb CETKU, HE CcyllecTByeT. TBepaas
BUHTOBasA CTPYKTYpa, OKpY’Karolas BUPTYaJbHYIO OCh CIMpalid, co3aBajach
3HAYUTEIIBHBIMU OTJIOXKCHHUSIMHU KaJIbIUTA, KOTOPBIH ObICTPO CEKPETHPOBAJICS B

IIPOKCUMAJIBHOM HaIlpaBJIEHUU OT pacTyLIel BEPXyLIKH.
Ou4eBUJHO, K 3TOMY THIIy CTPOEHHS CIEIyeT OTHECTH M BHHTOOOpa3HbIC
ceTyaThle KOJIOHUHU €IMHCTBEHHOH MinaHku poaa Kazarchimedes Plamenskaja,
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1964 u3 HmxHEero Kapoona Boctounoro Kazaxcrana (ITmamenckas, 1964). On
npenctaBiieH ennHCTBeHHBIM BIIoM K. kalbensis Plamenskaja, 1964 (puc. 46, 6).
Orot pox otnuuaercs ot Archimedes TeM, uTo y Hero 6uypKUpyIOLIUE BETBH
(hopMuUpOBaKCh HE ABYMS, @ TPEMS-UETHIPbMSI PSIaMU aBTO300MI0B, a TAKKE
TEM, YTO AHAMETP 00OPOTOB YMEHBIIAJICS OT OCHOBAHHS B CTOPOHY PACTYIIEH
BEpXYIIKH. ABTOp poJia oTMeTuia, 4to obopotsl cnupanu y Kazarchimedes
HIIyT ClieBa HAIIPaBo.

MaxkKuHHM noguepkuBall, YTO CIUPATbHBINA POCT KOJIOHUM MO3BOJISI, CO-
XpaHsisi MUHUMAIBHYIO TJIONIA/Ib WX MPUKPEIUICHUS, YBEIIMYMNBATh ILJIONIA/Ib
MOBEPXHOCTU BHUTKOB CETKH. [luTaromue 300M/bl, KOTOPbIE OTKPBIBAIUCH Ha
BEpXHEH CTOPOHE Ka)XXIOTro 000pOTa, YCIENIHO OPOMIAUCh HAYIIMMH CBEPXY
BOJIHBIMH TIOTOKaMH C MHTATEIBHBIMH YacThlaMu. Kpome Toro, Takoil poct
M30JIMPOBAJ KOJOHUIO OT AOMOJHUTEIHHOTO KOHTAKTa C CyOCTpaToM, TJe B3a-
WMOJICHCTBUE C IPYTUMH CECCUILHBIMU OpPTaHU3MaMH MOTJIO OBITh OCOOEHHO
YaCTBhIM U HEOJIArONPHUSATHBIM.

Bropoii THI HpsIMOTO CIHPaJBHOIO POCTa € OOpa3oBaHMEM JHAHTHO-
MOP(HBIX KOJIOHUW 3aperucTpUpOBaH Yy MIIAaHOK ropckoro pona Terebellaria
d’Orbigny, 1852, koTOpbIi IpeICTAaBICH BCEr0 OHUM BUIOM — T. ramossissima
Lamouroux, 1821 (puc. 5). B Hameii ctpane oH ITUPOKO PACIIPOCTPAHEH B Cpel-
Hel ope (CpenHuii KenIoBel) NeHTPpaIbHBIX paiioHoB EBporetickoii wactu Poc-
cuu (I'epacumos, 1955; BuckoBa, 2006), oH Tak)ke MHOT'OYHUCIICH B CPEIHEH FOpe
Anrnuu u @pannuu (Walter, 1969; Taylor, 1978). YHHKaTbHOCTH MIIIAHOK pojia
Terebellaria coCTOMT B TOM, YTO UX MPSMbIC TUXOTOMHUPYIOIIUE BETBU MPE/-
CTaBJICHBl HHUCXOMSIIEH MPOCTPAHCTBEHHOH crupaibio. HeobObrvaitHas oco-
OCHHOCTH KOJIOHHMAJLHOTO pocTa T. ramossissima OblTa CKPYITYJIE3HO H3yUcHA
anrnuiickum 6puosoonorom 1. Tritnopom (Taylor, 1978). On momuepkHyI, 94TO
BeTBH KonoHmi Terebellaria ssBIsrOTCS IEKCTpaTbHBIMU U CHHUCTPATBHBIMH, HO
O0OHAPYKUTH 3TO MOYKHO TOJIBKO CO CTOPOHBI pacTylIel BEpXYLIKH MU B I0O-
nepevyHbIX nundax. B Hamem marepuane (coopst [1.A. ['epacumona, A.C. Anek-
ceeBa W aBTOpa) U3 OTVIOKECHHH cpemHero keimoBesi MockBbl U [10AMOCKOBBS
AMEIOTCS (pparMeHTHl TONBKO AEKCTpaibHBIX BeTBeil Terebellaria (mx mmmHa
1.5-6.5 cm). Ho mpuBenennsrit B padore ['epacumona (1955, tadm. XII, dur. 9)
CHUMOK OJTHOTO TIOTIEPEYHOTO Cpe3a KOJIOHUH (pHUC. 50) CBUIECTEIBCTBYET O TOM,
YTO CHHHUCTPaJIbHBIC BETBU OBLIM M B MOCKOBCKOM MaTepHalie, 4acTb KOTOPO-
ro, K COXaJICHUIO, TIOKa He HaiijeHa. BeTsu Terebellaria umeror mpsimoii oceBoit
CTEepKEHb, KOTOPBII COCTOMT U3 ITyYKa YHJI030HATBHBIX 300UI0B, TOYKOBAHUEM
KOTOPBIX 00eCTIeYnBaJICs JUCTATBHBIA POCT BETBH OT aHIIECTPYJISIPHOTO OCHO-
BaHus. OT KpaeB HEMPEPHIBHO PACTYIIEH BEPXYIIKH IMPSIMOTO OCEBOTO CTEPIKHS
IIPOUCXOIMIIO TOYKOBAHUE SK3030HAIBHBIX 300M10B, KOTOPBIE POCIH HE BBEPX,
a BHU3, B CTOPOHY OCHOBAHUS BETBH, CIUBAsCh B y3KUH HHKPYCTUPYIOIIHUM
nosic. DTOT MOSIC 300U I0B M0 HUCXOASIIEH CIMpay, MPaBo- WK JIEBO3aBEPHY-
TOM, oOpacTall cHavyaa MOBEPXHOCTh OCEBOTO CTEPIKHS, a 3aTeM U c(HhOopMHUPO-
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Puc. 5. Terebellaria ramossissima Lamouroux, 1821: ¢ — ¢parMeHT BETBHCTON KOJOHUH
(x 4); 6 — onepevYHOE CeUCHUE, CIUPANIb CHHUCTPAJIbHAS (X 6); CpEIHSS 0pa, CPEIHUN KEII0-
Beid; Poccus, . MockBa, kapbep Kamymku (I'epacumos, 1955); ¢ — npomonbHOe cedenue (X 9.5),
BU/IHBI 9H/I030HAJIbHBIE 300U bI, 00eCIeunBaBIINe TUCTATbHBIH POCT BETBH OT aHIECTPYJISIp-
HOT'O OCHOBAHHMS, M SK3030HAJIBHBIC 300M/IbI, KOTOPHIE POCIN B CTOPOHY OCHOBaHHSI BETBH IO
HUCXOJAIIEH criupaiid, GopMUPYsI HHKPYCTHPYIOLIHIA TOSIC; CpeHsis 0pa, 6ar; ®pannus, Hop-
mauaus, (Taylor, 1978); ¢ — nucTanbHas yacTh BeTBH (X 12); 0 — mornepevHoe ceueHne, Cupatb
nexctpaibHas (x 15) (Buckosa, 2006); cpennsis opa, cpeaHuil kemnoseil; Poccusi, T. Mocksa,
kapbep Kamymku.

BaBIIMXCS BETBEH, 3HAUMTEIBHO MX YKpEIUIsisi. B kaxk1oM crimpaibHOM 060poTe
BBIZIENIACTCSA 30HA OTKPBITHIX alepTyp, KOTOPbIe MPUHAIIEKATH K MUTAIOIINM
3oouJaM. JTO MO3BOJISAET CUUTATh, YTO AEHCTBUS LIyNaJel] B 3TUX 30HAX ObUIM
KOJIJICKTUBHBIMH, a UX HalPaBJICHHbIEC IBUKCHUS MOTJIM CO3/1aBaTh A(PPEeKTHB-
HYIO CHCTEMY BOJIOTOKA, KaK MOCTYMAaBIIero, 00raToro MUILEBLIMU peCcypcamu,
TaK U OTQUIBTPOBAHHOTO.

Tpetuiéi THm SHAHTHOMOP(PHON CHUPAIBLHOH KOJIOHMHM HWMEET BHJI
Heterocrisina candelabrum Voigt, 1987, onucanubiii HeMenKiM yueHbim 3. Dor-
ToMm (Voigt, 1987). OH mponcxoanT U3 OTIOKESHHUH BepXxHETo MaacTpuxTa Humep-
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Puc. 6. DHanTHOMOpP(QHBIE MPOCTPAHCTBEHHBIC CIHPANTH BEPTHUKATBHBIX KOJIOHUIL: a-6 —
Heterocrisina candelabrum Voigt, 1987; a — nekcTpanbHas cniupaib, JAOIIas MOCIE AUXOTO-
MUU Hadajo JeKCTPaJIbHON M CHHHCTPAIbHOW crmpaisM (x11); 6-6 — cHHHCTpalbHBIE CIUpa-
mu (x 12); BepxHMit Men, BepxHuit MaacTpuxT; Hunepmannsr (Voigt, 1987); e-a«c — Crisidmonea
archimediformis Taylor, McKinney, 1996: BuaHbI yTOJIIEHHBIE CIIMPAIBHBIE OCH M OTXOJSIIHE
0T HUX OUQYpKHUpYIOIINE BETBH, 2, € — CHUpPAIH JeKcTpainpHble (X 2.3 u x 3.1), 0 — cimpains
cuHHUCcTpanbHas (X 4.2), oc — GparMeHT BETBH, BUIHBI aBTO300CIIUH, COOpaHHBIC B (PACIUKIH, U
rereposooennu (x 23); sonen; CIIIA, Ceseprast Kaponuna (Taylor, McKinney, 1996).

nanaoB. Kak oTmedaet aBTop, Bce pparMeHThI KOJOHUH 3TOro Buaa (puc. 6a-g)
MMEIOT BBIYYPHO M30THYTHIC Y3KHE CIIUPAIbHBIC BeTBHU (MX anuHa 1.4—1.5 mm),
KOTOpBIE MIPU BEPTHKAIBHOM POCTE YacTo auxoroMupoBaiu. U xots dort He
yKa3bIBaeT HAMPABICHHOCTH OOOPOTOB CIHUPAU BeTBEH, HA MPUBEICHHBIX UM
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WJUIFOCTPALUAX MOXKHO BUJETh, UTO CPEAH HUX €CTh IIPABO- U JIEBO3aBEPHYTHIE,
1 4TO MOCJIE TUXOTOMUH TaKke (JOPMUPOBAIHUCH ACKCTPAJIbHAS M CHHUCTPAJIb-
Has cnupanu. Paccrosinue Mexay 060poTaMu y OCHOBaHHMsI BETBH, Oepy1Liei Ha-
4aJio 0T PacUIMPEHHOTr0 00pa30BaHMs BOKPYT aHLECTPYJIbl, HEOOJBILOE, HO OHO
3aMETHO YBEIUYHMBACTCS B JTUCTAJIBHOM HarpaBieHUU. @poHTanbHast U GppoH-
TallbHO-JIaTepasibHAs CTOPOHBI CITUPAJIBHBIX BETBEH CPOPMHUPOBAHBI aBTO300-
njamy, a gopcajbHas U JopcalibHO-JIaTepabHas — KEHO300M1aMH, HIM HEMa-
TO300MIaMH. ATIEPTYPhl aBTO300MA0B COOpaHbl B (DaCLIMKIIN, PACIOIOKCHHbIE
Ha JaTepaJibHbIX CTOPOHAX BETBEH BBICTYMAIOLIMMH NapajuIeIbHBIMU PAIaMHU,
NEPIEHANKYISIPHBIMY K JJIMHE BeTBeH. J(nameTp anepTyp B KakJIoM psy yBe-
JTUYMBACTCS B HAIIPABJICHUU (PPOHTAIH.

K coxanenuto, @ort He 0OpaThi BHUMaHUs Ha 00pa30BaHUE Pa3HOHAIIPAB-
JIEHHBIX CITHPAJICH, a TOIHKO MOMUEPKHYJI CIIUPATHHBIN POCT BETBEH. ITOT pOCT
y H. candelabrum oH cuMTaeT maToJIOrMYECKUM OTKJIOHEHHUEM, OCOOCHHBIM
MPUMEPOM BO3JCHUCTBUSL Ha POCT MILAHOK BBICOKOIHEPIE€THUECKUX YCIOBHH
MOABMKHOTO MENIKOBOABS. TeM He MeHee, paclojoKeHHe alepTyp MUTAIOIINX
300U/I0B, CBSI3aHHBIX B BBICTYMaromue (Gpacukiv, U UX OpUEHTAIMsS Ha CIIU-
PATBHBIX BETBSIX TIO3BOJISTFOT IPETIOJIOKUTE, YTO KOJIICKTUBHBIC ICHCTBUS IITY-
najew MpuaaBajd He0OX0IMMOE HalpaBJICHUE BOIHBIM IIOTOKAM C IUILIEBBIMU
pecypcamu. OHU IPOXOJUIIM Yepe3 HECIOXKHBIE CIIUPaIbHBIE 000POTHI BETBEH
H. candelabrum, opormast ux G0KOBBIE CTOPOHBI ¢ OTKPBITHIMH allEPTYPAMH.

YeTBepThlii THUIl SHAHTHOMOP(MHBIX KOJOHHMH MILIAHOK, HECKOJBKO HAIlO-
MUHAIOINN OCeBYIO 4acTh crupaiu Archimedes, Takyke MpeACTaBICH OIHUM
BuaoMm Crisidmonea archimediformis Taylor, McKinney, 1996. On 0b11 00OHa-
pyxeH B sonene mrata CeBepHast Kaponuna, CILIA (Taylor, McKinney, 1996).
Kononuu 3TOro BUAa cOCTOAT M3 YTOJLICHHOW CHUPAIBHON OCH, MOJHUMAIO-
LIEHCS] OT aHLECTPYJISIPHOIO OCHOBAHUS, M OTXOJSIIMX OT OCH Ha KaKIOM ee
00opoTe cucteMbl OH(DYPKUPYIOIIKUX BETBEH (pUC. 62-0/c). DTH BETBU CBSI3aHbBI
MEXly co00il B CBOEM OCHOBaHMHU M 00pa3ylOT MIOCKOCTHYIO, HO BBITYKIYIO
(poHTaNBHYIO MOBEpXHOCTh. M3 23 (pparMeHTOB, COXpaHHUBIINX OCEBYIO YaCTh
(mmrHA ee 10 25 MM), 14 ABISIOTCS NEKCTPATHHBIMU U JCBATH — CHHUCTPATbHEI-
Mmu. [Ipeobnananue nepBbIX NO3BOJISIET IPEATIOIOKUTE, YTO Y ITOr0 BUAA ObLIO
OosiblIIe MPaBO3aBePHYTHIX CIMpajieid. ABTOpPBI 00pamaoT BHUMaHUEe Ha TO, YTO
[P AUCTAJIBHOM POCTE KOJOHHH JEKCTPalbHbIe OCH UMEIOT POTALUIO MPOTHB
YacoOBOW CTPENIKHM, a CHHHCTpaJbHbIE OCH — MO 4acoBOW. PaccTosiHue MexIy
000poTaMu B KaxJIOM (hparMeHTe MpaBo- U JICBO3aBEPHYTOM CIIMpaH BO3pac-
TaJIo B JUCTAJIbHOM HaIllpaBJIEHUH, B CTOPOHY pacTyiueil Bepxymku. budypku-
pymoie BeTBU c(hOpMUPOBAHBl aBTO300MIAMH U TE€TEPO300MAAMH, KOTOPHIE
aBTOPBI OTHOCAT K KEHO300MAaM. 3a CUET HACIOCHMSI MOCICAHUX CIIUPaJIbHBIC
OCH KaJbIH(UUUPOBAHBI CUIIBHEE, YeM OCTaJIbHbIE YaCTH KOJIOHUW. ATIEPTYpHI
aBTO300M/IOB, KaK M Yy BbIIIE paccMoTpeHHOro Buaa H. candelabrum, pacmono-
JKCHBI Ha JIaTepabHBIX CTOPOHAX BETBEH MapalieIbHBIME psiaaMu — HacIiuKIIs-
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MU, HEPHEHIAUKYISIPHBIMY K JUIMHE BeTBeH. OHAKO reTepO300U bl 3aHUMAIOT
HE TOJIBKO JIATEPAJIbHYIO U JOPCAJIbHYIO CTOPOHY BETBEH, OHM Pa3BUTHI TAKKe
U MEXIy psaaMH aBTo300u10B B otnuuue oT H. candelabrum. Pasmep anep-
TYp, YBEIUYUBAIOIINKCS B HAIPaBICHUH (PPOHTAIBHON CTOPOHBI, HX PACIOJIO-
JKCHUE W OPHEHTALMS TI03BOJIMIIA aBTOPaM IMPEIIONIOKUTH, YTO B CIIUPATBLHBIX
kosorusix C. archimediformis cucTeMa MUTAONIUX BOAHBIX TOKOB IPOXOMJIA
CHHU3Y BBEpX HUepe3 CIupajbHble 000pOTH OH(BYPKHUPYIOIINX BETBEH, Oporast
uX JlaTepajibHble cTopoHbl. Ho, oueBnHO, cnenyer 100aBUTh, YTO COOpaHHbIC B
(hacuuKIIM anepTypbl TUTAIOLUINX 300UJ0B, MOTYT CBHIETEILCTBOBATH TAKIKE U O
KOJIJIGKTHBHOHU poin 10hopopoB B CO3IaHIH HATIPABICHHOW CUCTEMBI BOAOTOKA.

Cpenu coBpeMEHHBIX MIIAHOK KJjacca Eurystomata Takke BCTpedaroT-
sl IpsIMOpAacTyIIKe criupayibhbie KojgoHuu (puc. 7). K Hum otHOCsTCs Bugula
turrita (Desor, 1848), Retiflustra cornea (Busk, 1852) u Spiralaria floraec Busk,
1861. CtpoeHue cnupajbHbIX KOJOHHH MEPBBIX JABYX BHJIOB HEOJHOKPATHO
HCIIOJIb30BAJIOCh IPU CPABHEHHM C HUMHU CHHUPAJBHBIX KOJOHHH MCKOIAEMBIX
mmaHok (Mc Kinney, 1980; Mc Kinney, Wass, 1981; Voigt, 1987). 1 xoTs aBTO-
pBI HE aKIIEHTUPYIOT 0COO0TO BHUMAHHUS HA UX Y9HAHTHOMOP(HH, MOKHO TPE-
MOJIOKHTh, 4TO y B. turrita u R. cornea ona ectb. Uro xe kacaercs S. florae,
to K. MakKunuau u P. Bocc (Mc Kinney, Wass, 1981) momuepkuBaroT, 9TO BCE
9K3EMILISIPBI 3TOIO BUJIA UMEIOT TOJBKO MPABO3aBEPHYTYIO CHUPAJIb, & UILIIO-
cTpauuto kononuu S. florae ¢ neBozaBepuyToii cnupainsio (MacGillivray, 1880)
OHU CUUTAIOT PE3yJIbTaTOM JIUTOTpaQUUECKON penpOIyKIUH.

PaccMoTpUM MII0CKHE CIMpaTH HHKPYCTUPYOLIIUX SHAHTHOMOP(HBIX KOJIO-
HHH HEKOTOPBIX MIIIAHOK Kyiacca Eurystomata. Takue KoJOHNN XapaKTepU3yIOT-
Csl CIIMPAJIbHBIM PACIIOI0KEHUEM 300M10B, JEKCTPAIbHBIM U CUHUCTPAIbHBIM.
[Ipu 3TOM Cipanb 300M0B MOXKET (POPMUPOBATH JINOO BCIO KOJIOHUIO, THOO CO-
CTaBJISITh TOJIBKO HECKOJIBKO HaYaIbHBIX 000POTOB BOKPYT aHIECTPybl. Takum
00pa3oM, MOJKHO CYUTATh, YTO TJIOCKUE CIIUPATH HHKPYCTUPYIOLINX YHAHTHO-
MOP(QHBIX KOJOHUH MPENICTABICHBI ABYMS THIIAMH.

K mepBomy oTHOCcsTCs KomoHun Cranosina spiralis Chimonides et Cook,
1993 (peuentHsiil, ['aBan). OHM UMeroT 3—12 MM B AuaMETpe W TMOJHOCTHIO
c(hOpMHUPOBAHBI JEBO - U IPABO3aBEPHYTHIMU CIIMPAIbHBIMU CEPUSIMH 300U-
noB (puc. 8a-6). ABTOPBI 3TOro BUAA OTMEYAIOT, uTo y 78 kononuii C. spiralis
CIHpaJb 300HMJI0B PACIONOKEHA 10 YacOBOW CTpeike, a y 81 — mpoTuB Hee
(Chimonides, Cook, 1994). OHu cYUTAIOT, YTO HAMPABICHUE CIIUPATU TPEIO-
MpeJieNsieTCsl aHIIeCTPYJION U €€ aBUKYJIApUEM, KOTOpPBIE PACIIONOKEHBI B CTO-
POHY HOCJIEAYIOLIET0 CIUPAIbHOr0 pocTa. OT aHLECTPYJIbl CI€BA MU CIIpaBa
MOYKYETCSl TOJABKO OAMH 300U oA yriioMm noutd B 180°. Bropoii, TpeTuil u
YETBEPTHIH 300Ul MOYKYIOTCS HE OT aHLECTPYJIbl, a MOCIEI0BATEIBHO IPYT
OT Jpyra M pacroylararoTcs TaKHM 00pa3oM, YTO OHH MOJHOCTHIO OKPYIKaloT
aHIECTPYTy, 00pa3ys MEepBHI BUTOK CHUPAJIHM 300MAOB, JAEKCTPAJIBHBIM MIIN
CHHHUCTpaJIbHBINA. Bce ocTanbHble reHepamnuy 3004708 B KojoHusx C. spiralis
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Puc. 7. IlpocTpaHCTBEHHBIE CITH-
pajiu KOJIOHHUH COBPEMEHHBIX MIIAHOK:
a — Retiflustra cornea (Busk, 1852), Bux
CBEpXY, THaMeTp 000POTOB yMEHBIIIACT-
Csl B HATIPABJICHUH OT OCHOBAHUSI K BEP-
xymke; C-3 ABctpanus; 6 — Spiralaria
florae (Busk, 1852); ABcrpanus; 6 —
Bugula turrita (Desor, 1848); CIIA;
MaciiTad TuHeHKu: a, 6 — 1 cm, 6 — 1 MM
(McKinney, 1980).

CJIEAYIOT HalpaBJICHUIO NepBOM cnupanu. OOmuil BUI CIUPaId 300M10B MO-
XKeT ObITh HECKOJIBKO HCKaXKEH, UTO CBSI3bIBAETCS JIMOO0 C HEMPaBUIBHOH (HOpMOit
cyOcTpata, MO0 W3HAYATIBHBIM CMELICHUEM OCEBIICH JTMUYMHKH OTHOCHUTEIIEHO
LeHTpa cybcTpara.

Ko BTOpOoMy THITY TpHHAUJISKUT COBpeMeHHbIN B Setosellina goési (Silén,
1942) u3 Mexcukanckoro 3anuBa. Kak ormeuaet P. Jlaraiix (Lagaaij, 1963), B
KOJIOHUSAX 3TOr0 BUIA Pa3BUBAETCS TOJBKO MApHas CHUPaJb 300UJOB BOKPYT
aHuecTpyibl. OHa MOXKET OBITh U IEKCTPATIbHOM, U CHHUCTPAJIBHOH (MIIIIOCTPH-
pyeTcsl TOJBKO NepBasi). DTOT aBTOP MONYEPKHUBAET, YTO OOBIYHO OoJiee YETKO
Oucrnpalb BBIPaKEHA Y IOBEHMIIBHBIX 3K3eMIUIIPOB (pHc. 82, 0). B xomoHmsX
B3pPOCIBIX ()OPM pOTalUs APHOH CIIUpaH HE BCET/IA SICHAsI, OHAKO, €€ Xapak-
TEp MOXKET OBITH OMPEEIICH 10 OPUEHTALNH KPYITHBIX 3y0II0B BUOPaKyJISIpUEB:
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Puc. 8. DHaHTHOMOpP(DHBIE MIOCKUE CIUPATH HHKPYCTUPYIOIINX KOJOHH: a-6 — Cranosina
spiralis Chimonides, Cook, 1993: a — nexctpansnas (x 21), 6 — cuauctpanbHas (x 19), 6 — an-
nectpyna (A) W CHHHCTpaibHas CHUPab OKPYXAlOMMX ee¢ 300uI0B (X 45); coBp.; ['aBan
(Chimonides, Cook, 1994); ¢, 0 — Setosellina goési (Silén, 1942): 2 — konmonus (x40); 0 — cxema
TapHOI cIHpany (JeKCTPasbHOM) BOKPYT aHIECTPYJIBl; coBp., Mekcukanckuii 3anus (Lagaaij,
1963).

OHAa BCET/Ia COBIAACT C HANIPaBJIEHHEM 000pOTa OHCITUPAIIU IEPUAHIIECTPYIISIP-
HBIX 300UI0B.

[TomuyepkuBast (GOpMUpPOBAHWE IAPHBIX CIUpaleld 300MI0B Ha PaHHHUX
CTagusX acTOreHe3a y TaKuX pOJOB HHKpycTupyromux Eurystomata, kak
Heliodoma Calvet, 1907 (coBpemennsiii, FOxxnas Adpuka) u Helixotionella Cook
et Chimonides, 1984 (onuroieH — HbIHE, ABCTpalins), aBTOPBI, K COXKAJICHUIO,
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HE yKaspIBalOT HampabyieHuss ux ob6opotoB (Cook, 1981; Cook, Chimonides,
1984; Chimonides, Cook, 1994). Oqnako nmpuBeneHHbIE B UX PabOTaxX HILIIO-
CTpPaLliU CBUJECTEIBCTBYIOT O TOM, UTO napHble cnupain y Heliodoma implicata
Calvet, 1907 (Cook, 1981) unu y MIIIaHOK MHOIICHOBOTO U PEICHTHOTO BHJIa
Helixotionella spiralis (Chapman, 1913), xak u y coBpemennoro H. sculata Cook
et Chimonides, 1984 (Cook, Chimonides, 1984) siBnsfotTcst JeKCTpaibHBIMHU.
MO’KHO TIPEATIONOKUTh, YTO Y MIIAHOK 3TUX POIOB JOMHHHPOBAIH KOJOHHH C
MPaBO3aBEPHYTHIMU NMAPHBIMU CHUPAJISIMH 300H10B.

CrenyeT OTMETHTB, YTO CIUPAIBHOE PACIIOIOKEHHE 300HMO0B B INPSIMBIX
U MHKPYCTHPYIOUIMX KOJOHHUSX HUCKOMAEMbIX U COBPEMEHHBIX MIIAHOK 00OHMX
KJIACCOB BCTPEYAETCs IOBOJIBHO 4acTo. OIHAKO OTBETHTH Ha BOIIPOC, SIBIISIFOTCS
JIU 3TU CIHUPATH 300MJI0B SHAHTHOMOP(HBIMH, TIO3BOJIUT TOJBKO JlabHEHIIee
U3yYCHHE STUX MILIAHOK.

3AKJIFOYEHUE

IT10 nIepBasi NONbITKa 0000IIEHUST U3BECTHBIX JaHHBIX 00 YHAHTHOMOP(H3-
M€ MOPCKHX MIIIaHOK, CBOWCTBEHHOTO OOBIYHO OJIMHOYHBIM )XKUBOTHBIM. 300HJIbI
1 KOJIOHMH MIIaHOK 3HAaHTUOMOP(MHBI, €CIIN SIBIIAIOTCS 3€PKAJIbHBIM OTPaXKECHU-
eM aApyr apyra. OHHU IIpeCcTaBICHb! JeKCTPAIbHBIMU (IPABBIMHU) U CHHUCTPAIb-
HbIMH (JIeBBIMHU) (hopmMamu, MO0 300MAaMH ¢ HOPMaJIBHOW U PEBEPCUBHOM I10-
nsspHOCTBIO. [IpoBeeHHbIN aHaTN3 MyOIUKaMi 1 UMEIOLIErocsl MaTepraa o
WCKOMAeMbIM M COBPEMEHHBIM MIIIAHKAM IO3BOJIHJI BBIACIUTH Pa3HBIC THIIBI
SHAHTHOMOPQHBIX 300UI0B U SJHAHTHOMOP(HBIX KOJIOHHMH, KaK Y JPEBHUX, TaK
1 pELIEHTHBIX MpeACTaBUTENIeH KiaccoB Stenolaemata n Eurystomata. DHaHTH-
oMOp(HBIE 30011l OOHAPYKEHBI [10KA TOJIBKO B KOJIOHUSIX HEKOTOPBIX MIIAHOK
Eurystomata. 9to — cBepisiimue Ctenostomata u penkue Cheilostomata.

DOHaHTHOMOP(HBIE KOJIOHMM NPEACTABICHBI HECKOJIBKO MIMPE U Pa3HOO-
Opasnee. OHM pa3BUBAIMCh B BHUJIE MPOCTPAHCTBEHHBIX M IIOCKMX CHHUpaJieH
HE3aBUCHMO B Pa3HBIX JIMHUAX MUCKOMAEMBIX U COBPEMEHHBIX MIIAHOK 00OMX
KJy1accoB. VX pocT HaYMHAJICS OT aHIIECTPYIIbI, PeXKe — B pe3ysibraTe pparMeHTa-
uu. Bo3MokHO, J1eBbIe U paBble (POPMbI KOJOHHUH ObLIN F€HETHYECKH 3aIpo-
rpaMMupoBanbl. Ho OHE MOTIM MOSBIATBCSA U CIy4ailHO, TOJOOHO CIIUPAJISIM
H. candelabrum, kak pedexktopHasi peakiusi aHIECTPYJIbl Ha ONpEcIICHHbIC
YCIIOBUSI CpE/Ibl OOMTaHUs, a 3aTeM 3aKPEMUTHCS B CIACAYIOIINX MOKOICHUsAX. B
3TUX CIIyYasiX, 0YEBHIHO, MOKHO TOBOPHUTH 00 aanTHBHOW POJIM SHAHTHOMOP-
¢uzma. HeGe3bIHTEpECHO OTMETUTH, YTO y OTAEIBHBIX MIIAHOK 3HAHTHOMOD-
¢bus coxpaHsaiach Ha NPOTSKEHUH 00Jiee WIM MEHEe JJINTEIbHOIO OTPe3Ka reo-
nmorudeckoro BpemeHu. K Hum otHOcsTes Poricellariidae (MaacTpuxTt — HBIHE),
Terebripora (3onier — HbIHE), Immergentia (MuoneH — HbiHe) U Cookobryozon
(MUOLIEH — TIMOLICH), XapaKTepHU3YOLIUecs SHAHTHOMOP(HBIMHE 300U aMH, a
takke Archimedes (kap6oH — niepmb) u Terebellaria (aaneH — keyoBel) ¢ ux
MPOCTPAHCTBEHHBIMUA DHAHTHOMOP(QHBIMHU CIHUPAISIMH, COOTBETCTBEHHO BOC-

161



XOISIIEH W HUCXOIAIIEH, U, BO3MOXHO, poxn Helixotionella (omurorien — HbIHE),
HUMEIOIINI KOJIOHUH B BUJIE MJIOCKOM CITUPAJIU.

OueBuHO, (PEHOMEH SHaHTHOMOpP(U3MA TMPOSIBIAETCS y MIIAHOK 3HAYH-
TEJIBHO IIMPE, YEM PACCMOTPEHHBIC 3/IeCh MpuMepbl. OHH MMOKa HE MHOTOYHC-
JICHHBI, HO, KaK NPCACTAaBIIACTCA, ITIO3BOJIAT MIPUBJICYb BHUMAaHHUC CICTIUAJIUCTOB
K OoJiee TiIyOOKOMY HCCIIeIOBAaHUIO (PeHOMEHA SHAHTHOMOP(GHUH Y MIAHOK.

ABTOp BBIpaXkaeT HCKpeHHIOI OmaromapHocTh A.B. KopowmbicmoBoir u
N.O. Penre 3a momonis B MOATOTOBKE HILTIOCTpaIinii. PaboTa BeITIOTHEHA TIPH
nonnep:xke rpanta POOU, Ne 13-05-004-59.
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PHENOMENON OF ENANTIOMORPHISM IN BRYOZOANS
L.A. Viskova

Information about enantiomorphism in bryozoans is extremely rare. We identified
different types of enantiomeric zooids and enantiomeric colonies as in fossil representa-
tives also in recent representatives of classes Stenolacmata and Eurystomata, basing on
the analysis of publications and material on fossil and recent bryozoans.
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HAPYHIEHUE BUJIATEPAJIBHOM CUMMETPHHU Y BPAXUOIIO/]]

I'A. AjanacseBa
Ianeonmonocuyeckuti uncmumym um. A.A. bopucaxa PAH, Mockea
g.afanasjeva@mail.ru

PaccmaTpuBaroTcst ciydam HapyIIeHHs OujaTepalbHOW CHMMETpPUHU
y IpecTaBUTENICH pAia OTPSA0B 3aMKOBBIX OPaxHOIIO]] pa3IuYHOI0 T€0-
JIOTHYECKOTO BO3pAcTa M HbIHE )KUBYIINX. ACHMMETPHUs OOBIYHO BCTpE-
yaeTcs y obuTarencii pudoBbix (anuii 1 KacaeTcs B OCHOBHOM (hOpMBI
pakoBuHBI, Jododopa, Opaxuaus u kapauHaaus. Kak mpaBuio, u3MeHe-
HUSI HapY’>KHOTO W BHYTPEHHETO CTPOCHHUS MPOHCXOASIT OTHOBPEMEHHO,
pexe MCKa)kaeTcsl TOIBKO (GopMa paKOBHHBI MM TOJIBKO BHYTPEHHUE
CTPYKTYypbl. HapymieHne cuMMETpPHH MOXXET OBITH CBS3aHO C TECHOTOM
moceneHus, ¢ (HopMoi MOBEPXHOCTH MPUKPEIJICHUS HHANBUIYYMOB
Y C HallpaBJICHUSIMH MUTAIOIINX IIOTOKOB B OKPY’KaIOIIEeH cpere.

Kniouegvie cnosa: 3aMKOBBIE OpaxHMOINOIbI, HAPYLIEHHE CHUMMETPHH, J0(O-
(dhop, Opaxunuii, KapauHaIui, GopMa paKoBUHBI, puGOBBIe (arlui.

Bunarepasnbhasi ciMMeTpHsi, XapaKTepHas JIsi OpaxuoIo, MOXET Hapy-
IIATHCS Y TIPEICTABUTEIICH pa3HbIX OTPSIOB KaK COBPEMEHHBIX, TaK U HCKOIIae-
MBIX OpPaxuoIo/] pa3TuYHOrO FeOJIOrHIeCKOro BO3pacTa.

BriepBbie HapylieHHe OHIaTepabHON CUMMETPUH Y COBPEMEHHBIX Opaxwu-
oo 6p110 orMeueHo I1. dumepom u J[. Dneprom (Fischer, Ochlert, 1892) y
npencraButens orpsiga Terebratulida — Terebtatula dorsata (Gmelin), obuTaro-
mero y 6eperoB IlataroHnu m mpUKPETUISIONIETOCS K BeTKaM KOpayuioB. Pako-
BHHBI 3TUX TepeOparynun ObLIu ae(OpMUPOBAHBI U CTPOCHHE OpaxHalbHBIX
MEeTeNh UCKAKEHO B XOJIC POCTa BCIICACTBUE CHKATHSI M3-32 TECHOTHI MOCEIICHUSI.
3arem siBHast acuMMeTpus Johodopa y HbIHE )KUBYIIETO BUAA TepeOpaTyIuI —
Macandrevia cranium (Miiller), cymecTByromero B KOpaJJIOBBIX 3apOCIsiX
y 6eperoB Hopeeruu, Obuta ormeuena Jx. Dmnnorom (Elliott, 1948). ¥ onnoro
W3 3K3EMILTSIPOB 3TOTO BHUJIA OJIHA IOJIOBHHA TIEKTONO(A pa3BUTa HOPMAJIBHO,
a npyrasi — pyauMenTapsa (puc. 1). [Ipu 5ToM Hapy)XHOE CTPOCHHE PAaKOBUHBI
cuMMeTprudHO. HepaBHOMepHOE pa3BUTHS MapHBIX BeTBEH Jododopa DIInoT
OBbLT CKJIOHCH pacCMaTPUBATh KaK MPOSBICHUE BPOXKICHHOTO Je(eKTa pa3BUTHSI.
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Puc. 1. Macandrevia cranium (Miiller),
crpoenue nododopa, x2; CeBepHoe Mope,
Hopgserus (Elliott G.F., 1948).

HaunOonpiiee uucno HabironeHuit
acUMMeTpHH (OPMBI PAaKOBHHEI U BHY-
TPEHHHX aHATOMUYECKHX U MOP(OIIO-
THYECKUX CTPYKTYpP Y COBPEMEHHBIX
Opaxuonon npuHaIeKUT J[. ATKUHC,
u3yyaBineil craguu pocta Jododopa,
y HECKOJIBKHX BHJIOB TepeOparyin,
oOuTaTeneii KOpayuIoBBIX pHpPOB AT-
nantuku. Tak, y Platidia davidsoni
(Eudes Deslongchamps) Obiia oTme-
YeHa HENpaBWiIbHAas (opMa paKoBH-
HBI, COOTBETCTBYIOIIAs ITOBEPXHO-
ctu kopamta Dendrophillia cornigera
Lamarck, k KoTopoii OHa pUpacTaeT, u
acuMmmeTpust nododopa (Atkins, 1959).

Puc. 2. AcumMMeTpust CTpOEHUS PAKOBHHEBI Y coBpeMeHHOM TepebpaTynu sl Fallax dalinifor-
mis Atkins: a — upe3MepHOe pa3BUTHE JEBOTO IPHSIMOYHOTO TPeOHSI, 6 — OAHOCTOPOHHEE pa3pac-
TaHHe MPaBoil HUCXOsIIeH eTinu Opaxuaus, 6 — acuMMeTpus pyk miekronoda (Atkins, 1960a).
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V¥ Fallax daliniformis Atkins, HafinerHOTO TpHKperieHHBIM K Lophelia prolifera
(Linnaeus), mpu Ipociie:KUBAaHUH pocTa Jlododopa oT mu3ooda 10 IiIieKTooda
BEISIBIICHBI: aCHMMETPHsI OYePTaHUS PAKOBUHEI, Ype3MepHasi BEIIMYUHA JIEBOTO
MPHUSIMOYHOTO I'PEOHSI Ha BHY TPEHHEH TOBEPXHOCTH CIUHHOM CTBOPKH (pHC. 24),
OHOCTOPOHHEE pa3pacTaHue MpaBoil HUCXOMsLIeH BeTBH Opaxuaus (puc. 20),
acuMMeTpus pyk miekronoda (puc. 26) (Atkins, 1960a). ¥ Megerlia truncata
(Linnaeus), mpukperistometics kak k Dendrophillia cornigera, Tak u k Lophelia
prolifera, HabmogaeTcs HaMWUME YKOPOUYCHBIX (PUIIAMEHTOB Hapy»XHOTO psija:
JIBYX C JIEBOW CTOPOHBI U TPEX — C MPaBOi 0e3 U3MEHEHUS JITMHBI (UITaMEHTOB
Hapy>kHoro psza (puc. 3), u cmeuienue kumeunuka (Atkins, 1961). AtkuHc npen-
roJarasa, YTo HabJoaeMast aCHMMETPHUS B CTPOCHUH OpaxHoIo CBsi3aHa ¢ He-
POBHOI MOBEPXHOCTHIO KOPAJJIOBBIX BETBEH, K KOTOPOH OHHU NPUKPEILISUIKCH,
OJIM30CTHIO COCETHUX OPaxXHOTO WIIH IPYTHX MPEACTaBUTENCH dTTH(ayHbI U HE
WCKITIOYaJIa TaKXKe BIusHNe apa3uToB (Atkins, 1959).

Ciyyau HapyLIeHHUsS] CHMMETPHH (OPMbI PAKOBHHBI, CBSI3aHHBIEC B OCHOBHOM
C HEPOBHOCTSIMU CyOCTpaTa M TeCHOTOH nocesieHus, Hadbmoxanucs /1. Jlu (Lee,

500 MmxMm

Puc. 3. HecuMMeTpHYIHOE MONOXCHIE HEOJHHAKOBBIX MO [UIHHE (UIAMEHTOB y COBPEMEH-
HoM TepeOpatynuasl Megerlia truncata (L.) (Atkins, 1961).
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10 MM

Puc. 4. AcuMMeTpust pakoBHHBI y pHHXOHEUTHAB! pona Tornquirhynchia childs: ¢ — T. in-
constans (Sowerby); BepxHsis 0pa, KHMEPHJDKCKUH sipyc Anriuu; 6 — T. asymmetrica (Radulo-
vic); cpenHsis opa, 6aitocckuit sspyc bankan (Manceiiido et al., 2002).

1978) y coBpeMeHHOTo BHJia pUHXOHEITUA, oOuTareis mobepexbs Hosoit 3e-
nanauu Notosaria nigricans (Sowerby). ACHMMeTpHs yBEIUYMBAIACh C POCTOM
PaKOBUHBI U B pa3HON Mepe npsiBisiachk noutu y 70 % uccienoBaHHBIX 3K3€M-
sipoB. B GonplinHCTBE cilydyaeB U3rud nepegHeldl KOMUCCYPBI, COOTBETCTBY-
IOUIMH cenly COMHHOM CTBOPKH, CMEIIAJICSI BJICBO WJIM BIPAaBO. ACUMMETPHIO
B CTPOCHHH PAKOBUHBI IO TeM ke mpuunHaM oTMeTun A.B. ITaxnesuu (2012)
y HBIHE XUBYIIUX Opaxuonon bapenuesa, benoro u Hopeexckoro mopeit. Im
OBLIT MPOU3BEJICH IMOJICYET MPOLIEHTHOTO COCTaBa ACHMMETPHYHBIX PAKOBUH TIO
OTHOIIIEHUIO K 00IIeMYy YHCITy PaKOBHH B BBIOOpKe. HambompIiee 9ncio acum-
METPUYHBIX pakoBuUH — 17.4 % oOHapyxkeHo y TepeOparymuasl Macandrevia
cranium, a y Tepedparyiuz poaos Terebratulina Orbigny, Diestothyris Thomson
u 'y pona punxonemna Hemithiris Orbigny mpoueHT acHMMETPUYHBIX IK3EM-
sipoB kojieonercs ot 3.45 no 1.8 %.

Cpenu ucKomaeMbIX OpaxHoOMoj HapylleHHe OuilaTepalibHOM CUMMETpPUHU
yale BCero BCTpedaercs y oOuTareneid pudos u NpueralounX yacTel 1esb-
¢a. Haubonee sipkue mprMepbl aCHMMETPUH XapaKTEPU3YIOT MpeACTaBUTENCH
orpsana Rhynchonellida. B HopMe y GonbIInHCTBa pUHXOHEIITH ] TIEPEIHSST KO-
MUCCYpa COCTOHUT M3 CPEIUHHOIO M3rHba B CTOPOHY CIIMHHOW CTBOPKH, KOTO-
pBIHi COOTBETCTBYET BBIXO/SILIEMY OTOKY (DHIIBTPYIOLICH CUCTEMBI, U IByX 00-
KOBBIX, CHMMETPHYHO PACTIOJIOKEHHBIX U3THOOB B CTOPOHY OPIOIIHOM CTBOPKH,
COOTBETCTBYIOLIMX €€ BXOASIIMM NMOTOKaM. OIHAKO y HEKOTOPHIX ME30-Kaii-
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Puc. 5. Arpununa Kerpina veneta Struve u3 siidensckoro sipyca cpemnero aesoHa I'epma-
HUM; TONEpeyHble NPUIUTH(OBKY LEIbHBIX PAKOBUH C COYWICHCHHBIMH CTBOPKAMH: d — HOP-
MaJIbHBIH CHUPAJIbHBIH Opaxuauii ¢ AByMsi KOHycaMHu CIiUpaliel, 6 — oJHa U3 pyK crnuposnoda
aTpoduposana, x4 (Copper, 1967).

HO30MCKUX PUHXOHEIUTH]T pUGPOBBIX (Baruii OMuH 13 OOKOBBIX M3THOOB MOXKET
OTCYTCTBOBATh TO C OTHOW, TO C APYTroil cTopoHkl (puc. 4). [Ipenmonaraercs,
9TO B JJAHHOM city4dae 1o(odop ObUT TOKe aCHMMETPHYHBIM U CHCTeMa (DUITb-
Tpaluu MEHsUIaCch — GyHKIIMOHHPOBAJa TOJBKO OJIHA U3 PYK CIIHpoioda, a 1py-
rast arpoupoBasiach ¥ B PUIBTPALIMU IPHHUMAIT YYaCTHUE OJMH BXOISIIUIT MO~
Tok (Ager, 1965; Asgaard, 1968; Brookfield, 1973). Punxonemiugam cemeiicTBa
Cyclothyrididae Makridin nagcemeiictsa Hemithiridoidea, pacripoctpaneHHBIM
MOBCEMECTHO OT CPEAHEro TpHaca JI0 MaJieoreHa, aCHMMETpPHUsl PAaKOBUHBI Ha-
CTOJIBKO TIPHCYIIA, YTO 3TO OTMEYAETCs] B JUAarHO3¢ CeMeiicTBa U B IMarHo3ax
ponoB Cyclothyris McCoy, Septaliphoria Leidhold, Lamellaerhynchia Burri,
Tornquirhynchia Childs, Owenirhynchia Calzada storo cemetictBa (Manceiiido
et al., 2002). Kpome TOro, Xopouio n3BecTHa aCHMMETPHSI PAKOBUHBI Y PUHXO-
Hesmu pona Rhactorhynchia Buckman cemeiictsa Tetrarhynchiidae Ager aro-
T'0 K€ HaJICEeMEHCTBA M3 KMMEPHKCKOTO sIpyca BEpXHEH ropbl AHTIHH (Ager,
1965), aro Takke oTpakeHO B auarHo3e poaa (Manceiiida et al., 2002). Xapax-
TepHasi ACHMMETpPHS NepeIHel KOMUCCYPBI, COCTOSIICH TaKKe M3 JBYX H3TH-
00B, oTMeueHa y ponoB HajcemeiicTBa Pugnacoidea: Streptaria Cooper cemeii-
ctBa Basiliolidae Cooper, mupoKko pacpocTpaHEHHOr0 B NIAJICOTEHE M HEOT'CHE,
u Erymnaria Cooper cemelictBa Erymnariidae Cooper u3 BepxHero meina — rna-
neorena (Cooper, 1959). ¥ apyrux Me30-kalfHO30MCKUX PHHXOHEIITH aCHMMe-
TPUS MOKET MPOSIBIIATHCS MH30INYECKH Y WHAMBHYYMOB KaKOT0-THOO OTHO-
IO MECTOHAXOXKACHHS.

Ecnu arpoduio ool u3 pyk cnuposoda y HCKONAeMbIX PHHXOHEIIU
MOYXHO JIMIIb TPEATIONAraTh ¢ OOJIBLION CTENEHBIO BEPOSTHOCTH, TO HETIOCPEe/I-
CTBEHHO 3TO SIBJICHHE MOXKHO HAOIIONATh y MpeAcTaBUTeNel oTpsna Atrypida,
y KOTOPBIX CHUPOJIOQ MOIICPKUBACTCS XOPOIIO Pa3BUTHIM OpaxuameM. Tak,
arpouto ofHON U3 pykK crnuposnoda ¥ runepTpoduio APyroi ¢ OXHOBPEMEH-
HBIM UCKa)KEHUEM (DOPMBI PAKOBHHBI MOYKHO BHJIETh Y OOMTATENS KOPAJUIOBBIX
pudos arpunuasl Kerpina veneta goniorhyncha Struve u3 otioxeHuit stidenn-
ckoro sipyca cpennero aesona ['epmanuu (Copper, 1967) (puc. 5).
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Puc. 6. Spinocyrtia iowensis (Owen): ¢ — monepeyHasi NpUIIIA(OBKa [EJIbHOW PAKOBHHBI
C COWICHEHHBIMHU CTBOPKaMHM, 6 — peKOHCTpyKuus Opaxunus, x2; neson (Cedar Valley Lime-
stone) AiioBsl (Ager, Riggs, 1964).

VY Buzaa Spinocyrtia iowensis (Owen) u3 orpsiia Spiriferida Hapymenne 6u-
JaTepaJibHOW CUMMETPHH TPOSIBISICTCS HE3aBUCHMO KaK Ha HapyXHBIX, TaK U
Ha BHYTPEHHUX CTPYKTypax PaKoOBUHBI. V3 1EBOHCKUX OTIOXEHUU 1uTata AM-
oa CIIA 610 nccienoBano 6osee 200 3K3eMIUTAPOB 3TUX cnupudepun, y
OONBLIMHCTBA U3 KOTOPBIX (popMa pakoBHHBI aCUMMETpHUYHA — Y 55 % sK3em-
IJISIPOB IIMPHHA MTPAaBOH MOJOBUHBI PAKOBUHBI OOJIBLIE JI€BOM, a y 45 % Haobo-
pot. BHyTpHU pakoBHHBI ciupaiy Opaxuausi OOBIYHO CHMMETPHYHBL, HO Y HEKO-
TOPBIX IK3EMILISIPOB HAOIIONACTCS UX AHOMAaIbHOE PAa3BUTHE — JIEBOCTOPOHHSISI
OpaxwmabHas TOAACPKKa UMEET OOJBINIee YUCIIO CITUpaiel, OOIBITYIO TIPOTS-
YKEHHOCTh M HECKOJIbKO MHAa4Ye OPUEHTHPOBAaHA, YeM MPABOCTOPOHH:A. Takyro
ACHMMETPHIO Opaxuus, MPeanoaralilyio COOTBETCTBYIOIYI0 aCHMMETPHUIO
cupoinoga, Habmogasmue ee . Orep u 3. Pur3, oObACHAIOT HATMYNUEM CHITb-
HBIX TEUEHUU B MecTax oOuTanus Buja (Ager, Riggs, 1964) (puc. 6).

VY HckomaeMbIX OpaxHoNoJl Pa3HBIX OTPSJIOB, TAK )K€ KaK U 'y COBPEMEHHBIX,
M3BECTHBI MHOTOYHCJICHHBIE CIIydah aCUMMETPHH (OPMBI PAKOBHHBI U BHY-
TPEHHUX CTPYKTYP BCIEACTBHE TECHOTHI TIOCEICHUS U MTPUKPEIJICHHUS K HEPOB-

Puc. 7. lebopmupoBannas OpromHas crBopka cnupudepunsr Choristites sp.: @ — Buj cHa-
PYXH, 6 —BHyTpEHHEE CTPOECHHUE, 6 — BUJ CO CTOPOHBI MAKYIITKU; CPEAHUN KapOOH, MOCKOBCKUI
Spyc, MOA0NIbCKU ropu3oHT [ToqmockoBHO# KoTioBuHEI (BanoBa, 1949).
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HOMY cyOcTpaty. [Ipu aTOM acumMMeTpus HabIr0aeTCs B OCHOBHOM Y HanboJjee
KPYITHBIX B3POCIBIX SK3EMILISPOB U YCUITUBAETCS C POCTOM.

Hanpuwmep, E.A. VBanosa (1949) orMeuana HepaBHOMEPHBIH POCT PaKOBH-
HBI U3-3a CKyueHHOCTH y ciupudepus poaa Choristites Fischer u3 mogonbckoro
1 MSYKOBCKOTO TOPU30HTOB MOCKOBCKOTO sipyca cpenHero kapoona [TogmockoB-
Ho# KoTIOBUHEI (puc. 7). A. Kymep (Cooper, 1957) nabmronan momoOHy0 acuM-
MeTpHIo (OPMBI PAaKOBHHBI BCIECTBUE TOMEX PA3BUTHUS CO CTOPOHBI COCETHUX
WHIIMBHIYYMOB y crimpudepun pora Mucrospirifer Grabau n3 cpennero aeBoHa
CIIA. Y 3tux Opaxnorox HepaBHOMEPHO Pa3BUTHI OOKOBBIE KOHITbI PAKOBUHBI —
OHU WJI OTTSIHYTHI B IJTMHHBIC BBIPOCTBI, HJIK OKPYTJICHBI U 1e(OPMHUPOBAHBI.

Hapymenne cuMMeTpr# P CKYUYEHHOCTH TIOCEICHUSI MOKET MPOSIBIISATh-
Csl TOJIBKO B HApy>KHOM CTPOCHUU PAaKOBHHBI 0€3 M3MCHEHHS €€ BHYTPEHHHX
cTpykTyp. Takoro pocrta acumMmeTrpuro otMmetmia I. buepnar (Biernat, 1957) y
punxoHennuasl Peregrinella multicarinata (Lamarck), pactipoctpaneHHOH B TO-
TEPUBCKOM sipyce HrkHero mena [lomemmm u @paniuu. Y JaHHOTO BHJAA, 110
MHEHHIO buepHart, rpo3absi pakoBUH MEepBOHAYATBHO (POPMHUPYIOTCS U3 MOJIO-
JBIX WHIUBUAYYMOB, MPUKPEILISIONIMXCS K cyOCcTpaTy (QYHKIHOHHUPYIOIIEH

Puc. 8. AcummeTpust GOpMBbI pakOBUHBI Y puHXOHe/nabl Peregrinella multicarinata (La-
marck): a, 6 — OpIOIIHbIC CTBOPKH, 6 — LIeJIbHAs PAKOBUHA C COYICHEHHBIMU CTBOPKAMHU; TOTEPHUB-
ckuit spyc Bepxuero mena [loasmu (Biernat, 1957).
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Puc. 9. Cniupudepuna Cyrtina heteroclita intermedia Oechlert: @ — mpukpenienue apeeit
OpIOLIHOI CTBOPKH K KOJIOHUH TaOyIsIT; 6 —acuMMeTpHuHas (popMa paKOBHHBI; CPEHHI IEBOH,
xuBeTcKkHi sipyc Ky3nenkoro 6acceitna (VBanosa, 1962).

HOXKOW. B manpHelimeM, n3-3a MEXaHHMYECKOrO AaBJICHHUS APYT Ha Jpyra pa-
CTYILIMX PaKOBUH, UX (hopma nckaxaercs (puc. 8).

Crnyuan nedopManui pakOBUHBI BCIICACTBUE MPUKPEIIIICHUS K HEPOBHOMY
cyOCTpaTy y UCKOMIaeMbIX OpaXHOIO]] TAK)KE HEPEKH.

HBanora (1962, 1971) ormedana uckaxkeHne (HOpPMBI PaKOBHHEBI Y CIHPH-
tdepun Cyrtina heteroclita intermedia Oehlert u3 »uBeTckoro sipyca cpemHero
neBoHa KysHenkoro 6acceifHa, MIpUKPETISIOUINXCS apeeii K HEPOBHOM MOBEpX-
HoctH BeTBel TalOynsar (puc. 9). I1. Konmep (Copper, 1978) Habnronan noao0-
HOe n3MeHeHue (opMbl OPIONIHOM CTBOPKHM y arpunua Davidsonia verneuilii
Bouchard-Chatereaux B cBsi3U C ee IleMEHTaIUEH K TOBEPXHOCTH TaOYIISITHI.

Hamnbomnee mompoOHO THUIBI acHMMETPHU (OPMBI PAKOBUHEI, CBSI3aHHBIC
C XapaKTepOM IOBEPXHOCTU M PACIIOJIOKCHHEM MecTa NMPHKPEIUICHHUS WHJIU-
Bugyyma, paccMorpensl K. Muxanukom (Michalik, 1976) na npumepe Buna
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Puc. 10. Tumsr acummetpun y Tenuaennsl Thecospira haidingeri (Suess), mpupacTaromei k
paxoBuHe Tepebparynuasl Rhaetina Waagen, u3 BepxHero tpuaca 3ananubix Kapnat: a — npu
IPUKPEIUICHUU BOJIM3U NEPEHEro Kpas Tepedparyausl, O — pu LEeMEHTaluu K 0opoxaM Ha
pakoBHHE TepeOpaTyIHIbl, 6 — IPH KOCOM MPUKPETICHUHN K TOBEPXHOCTH PAaKOBHHBI Tepedpa-
TYNUJBI, 2 — IPU IPUPACTAHNUHN B 00J1aCTH 3a/1HeH Komuccypsl TepebpaTyauasl ( Michalik, 1976,
C U3MEHEHUSIMH).

Thecospira haidingeri (Suess) orpsina Thecideida u3 BepxHero Tpuaca 3amnaj-
veIx Kapmat. Menkre pakoBUHBI 3TOTO BUJA MIPUPACTAIOT OPIOIIHON CTBOPKOM
K pa3HBIM y9acTKaM MOBEPXHOCTH PAKOBHHBI 0oJiee KPyITHOW TepeOpaTyIniasl
Rhaetina Waagen. Tun nepopmaninm pakoBUHBI TeIUIeH 00yCIaBIUBAJICS TI0-
JO)KCHUEM MeCTa €€ NMPHKPEIUICHHS. Y WHIAMBHUIYYMOB, NPHKPEIUISIONIIXCS
BOJIM3M MecTa 3USHHSI PAKOBHHBI XO35IMHA, B MIPOLEcCce pocTa NepeHnid Kpaii
MOCTENICHHO 3aHMMaET MO3UINIO, MapaJlJieIbHYI0 TIepeTHeEMY Kpato Tepedpary-
muasl (puc. 10q). B nanHOM ciiydae acuMMeTpus, TO-BUUMOMY, O0yCIIOBIICHA
Tak)Ke HANpaBJICHHUSMHU IHIIEBBIX MOTOKOB, CO3/IaBa€MBIX TepeOpaTysnmIoi.
Hpyroii Tun aedopmanmy pakOBUHBI TEITUICH/IBI CBSI3aH C €€ IIeMEHTAI[uel K
00opo3/1aM MM MOpIIMHAM Ha TIOBEPXHOCTH PaKOBUHEI Xo3simHa (puc. 106). B
9TOW CHUTyallMM NpU PEAYKLHUH JaTepaJbHOr0 pocTa HaOMromaeTcs CHUpalib-
Hasi IeopMalnus paKOBHHBI, KOTOpas Oblia HEe0OXOAMMA /IS COXPaHEHUs T10-
CTOSIHHOTO COOTHOIICHUS JUTMHBI OOKOBBIX YacTed W MepenHero Kpas. AcUM-
METPHIO PAaKOBHHBI TELUACHIbI BBI3BIBATO TAK)KE KOCOE IPUPACTAHUE K IIIO-
CKOM TTOBEPXHOCTH PAaKOBUHBI X0351MHA, KOTOPOE MPEISATCTBOBAJIO HOPMAJIEHOM
apTUKYJSIOUU ¥ pocTy pakoBuHBl Th. haidingeri u crocobcTBOBaNO poTanuu
cnuHHOM cTBOPKH (puc. 106). Ilpu npupactanuu TeHuAECUAbl B pailoHe 3aJHel
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Puc. 11. Cnenpl ’XU3HEASSATEIBHOCTH YEPBEOOPA3HOro Mapa3uTa Ha PAKOBUHE aTPHUIIHbI
Atrypa zonata Schnur u3 XUBETCKOTo sipyca cpeqHero JeBoHa CBEHTOKIIHCKUX Top [lombmu:
a — B BHJE KaHAJIBIICB B TOJNIIE OPIOIIHOI CTBOPKH, X8, 6 — B BUJIC BBIPOCTOB Ha BHYTpPEHHEH
MOBEPXHOCTH OpIOLIHOM cTBOPKH, x4 (Biernat, 1961).

KOMHUCCYPBI TepeOpaTyIIH bl IPOUCXOAMIIA clabdast poTalus ee CIMHHON CTBOP-
KM, BbI3BaHHAS JaBIICHHEM CO CTOPOHBI PYrOd CTBOPKH TepeOpaTyIUabl MPH
aptuxymsiuu (puc. 102).

HapyieHnue cuMMeTpun y Opaxuomno/; 0OBIYHO MPOSBISCTCS OJHOBPEMEH-
HO KaK Ha Hapy>HBIX, TaK U Ha BHYTPEHHUX CTPYKTypaX, HO MHOTA acCHMMe-
TPUUYHBI TOJILKO BHYTPEHHHE 00pa30BaHUsl, CBSI3aHHBIE C CHCTEMOH (QuIiIbTpa-
[[UH, KaK 3TO OBLJIO MOKa3aHO BHIIE, Y HBIHE KUBYIIETO BHJA TepeOpaTyIuI
Macandrevia cranium ¢ HEpaBHOMEPHO pa3BUTBIMHU BETBSIMU TIIeKTOI0(Da. B TO
JKE BpEMsi OTMEUCHBI CITy4ar OOPaTHOTO COOTHOIICHUS MPOSBICHHS HAPYKHOM
Y BHYTpPeHHel acumMmeTpuu. Kak yke roBOpHIIOCH, Y COBpEMEHHOW Tepedpa-
tynuasl Platidia davidsoni ctpoenue nogodopa octaeTcsi CAMMETPHYHBIM MIPH
HapyUIEHUH CUMMETPUH (PopMbI pakoBUHBL. To ke camoe HaOIromaeTcs y Tepe-
opatynunbl Terebratula transversa (Sowerby) u3 mena Aurnuu (Elliott, 1947) u
y MenoBo# puaXoHeIu bl Peregrinella multicarinata (Biernat, 1957).

Orep u Pur3 (Ager, Riggs, 1964) paccmarpuBaiu Tpu BO3MOXKHBIE OCHOB-
HbIC MPUYUHBI HAPYIICHUS OHJIaTepaTbHON CHMMETPHUH Yy OpaxuoIo, HU OJ{Ha
U3 KOTOPBIX, 0 MHEHUIO CAMHUX K€ aBTOPOB, HE SBJISIETCS MOJIHOCTBIO YIOB-
JICTBOPUTEIBHON M UCUEPIBIBAIOIICH: TECHOE TIOCENICHHEe, AaKTUBHOCThH Tapasu-
TOB M BPOXJICHHBIN JIe(eKT pa3BuTHs. [Ipr 5TOM aBTOpPBI OTMEYAIOT, YTO, XOTSI
MPSIMOI CBSI3M MEXJy aCHMMETpHEH M HaHuueM SMH(ayHHBIX DJIEMEHTOB HE
HAOJTI0IAETCsI, CYIMECTBYET BEPOSATHOCTh TPUCYTCTBUE HE(HOCCUITUIUPOBAHHBIX
Mapa3uTOB.
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Bo3MoxkHYIO poibh MapasuToB B HAPYIIEHWH CHMMETPHUU Y COBPEMEHHBIX
Opaxuonon npenmnonaraia u AtkuHc (Atkins, 1959), onHako 3TH mpeanoNIoKe-
HUSI HE TTOJITBEPXKACHBI HAOMI0IeHUsIMH. bollee Toro, Hanu4yue Hanbosee SBHBIX
CJIE/IOB MTPUCYTCTBHS Mapa3uTOB Y OPaxHoMNo/] He BBI3BIBAIO acCHMMETpHI0. Tak,
y aTpunuasl Atrypa zonata Schnur u3 oTaoxeHu# )KuBeTcKoro sipyca CBEHTOK-
mrckux rop [onbiy oOHApyIKEHBI Cliebl dKU3HEEITeTLHOCTH YepBEOOpa3HO-
ro mapasuTa B BHAE KaHAJIBIEB, TPOCBEPICHHBIX B TOJIIE OPIONTHONW CTBOPKH
(puc. 11a) 1 BEIpOCTOB Ha ee BHyTpeHHEH moBepxHocTH (puc. 116). DToT mapa-
sut onucaH buepHat (Biernat, 1961) B kauecTBe HOBOro pona u Buaa Diorygma
atrypophilia mpoGnemaTuuHOro OpraHu3Ma, yCIOBHO OTHECEHHOI'O K TOJIMXE-
taM. OTMEYEHO, YTO MPUCYTCTBHUE Mapa3nTa He HApYIIaIo HOPMaJIbHOTO pOCTa
BCEX HApPYKHBIX U BHYTPEHHHUX CTPYKTYP PAKOBUHBI U 'y 00pa3IoB aTpUITHJL CO
clelaM¥ KaHaJblleB HE HAOIOMaINCh OTIMYHS HU B (hopMe PaKOBHUHEI, HU B
CTPOCHUH BHYTPEHHHUX CTPYKTYP IO CPABHEHUIO C TEMHU 00pas3IaMu, B KOTOPBIX
OHU OTCYTCTBOBAJIH.

B kxauecTBe mapa3uToOB y HEKOTOPBIX OpaxHOIOA CYIIECTBOBAIN TaKXKe MH-
KPOCKOIUYECKHE CBEPIISIIIUE BOIOPOCIIHU, IIUPOKO PACIPOCTpaHEHHBIE OT TaJie-
03051 10 HbIHe. Cieabl UX CBepJieHUs: ObLTH 0OHAPYKEHBI Y TIPEICTABUTENS OT-
psanma Chonetida — Chonetina artiensis Krotow 3 oTJI0XEeHHUIT apTHHCKOTO sipyca
HkHed nepmu CpenHero Ypana B BUAEC O4€Hb MEJIKUX OTBEPCTHUH Ha TOBEPX-
HOCTH PaKOBHHBI, COOPaHHBIX B PSJIbI, 00pa3yIOIIe BETBUCTHI PUCYHOK, HUKAK
HE OPHEHTUPOBAHHBIH MO OTHOLIEHHIO K YacTsIM pakoBUHBI (AdaHackeBa, 1977).
Hanuuwne 3THX mapa3uToB HUKAK HE OTPa)KajIoCh HA CHMMETPUU HApy>KHOTO H
BHYTPEHHET0 CTPOCHUS pakoBHHBI. [10/I00HBIE Clie/IbI MUKPOCKOITYECKUX CBEp-
JAMUAX BOJOPOCIEN ObITH OOHApyKEHBI Tak)Ke Ha PaKOBHHAX JIBYCTBOPUYATHIX
MosutrockoB. [To muenuto C.B. MakcumoBoit (1977) 3Ti BOZOPOCITH MOTIIN UTPaTh
TOJIBKO poiib OnodakTopa B 00pa30BaHUH OPraHOTEHHOTO JICTPUTA.

MHorouuncieHHble ciaydan oOpacTaHus Hapy»KHOH MOBEPXHOCTH PaKOBUH
Opaxuomno], MIIaHKaMH, CEpITyJINIaMH, MEIKUMH OpaxHomoJaMu U APYyTHUMH
MPEICTABUTEISIMU AU (ayHbl, COOTHOIICHHUS! C KOTOPBIMU CKOpEe MOYHO KBa-
Tu(UIIPOBATh KaK KOMMEHCAJIN3M, TaKXKe HE BBI3BIBAIOT 3aMETHOTO HapyIe-
HUSI CHMMETPHUH B CTPOSHUHU OPaxmOMOz.

UYro e KacaeTcsi pojd BPOXKICHHOrO JedeKkTa pa3BUTHS B aCUMMETPHUHU
Opaxuomnoj, TO ero MEXaHW3M MPAaKTUUYECKH HE PACCMOTPEH Ha COBPEMEHHOM
MaTepHuale 1 He MOXKET OBITh OXapaKTePU30BaH Ha UCKONIAEMOM MaTepHalle.

CrenoBarenpHO, B Ka4eCTBE OTHOCHTEIBHO JOCTOBEPHOW MPUYHMHBI Hapy-
IIEHUS] CHMMETPHH B CTPOCHUH OpaxHOMO, Cpear yKa3aHHBIX DTrepoM u Pur-
COM, MOKET OBITh MIPUHSTA TOJIBKO TECHOTA MOCEJICHH S, KOTOPasi, HECOMHEHHO,
BIIUSCT HA HEPAaBHOMEPHOCTH Pa3BUTHS, HO caMma 1o cede, CKopee BCEro, sBISET-
Csl OIHUM M3 Pe3yJIbTaTOB BO3JCUCTBUS YCIOBUI CYIIECTBOBAaHUS IIPUKPETIIICH-
HOTro GeHTOCA.
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IIpeacraBusiercs, 4TO HapyLIeHHE OuIaTepaJbHON CUMMETPUH B aHATOMUU
1 Mop(hoIIOTHH OPaXHUOIIO]] TIPOUCXOAIIIH O] BO3ACUCTBHEM Ooiee 00IIuX, TO-
MUYECKUX U TPOohUUecKuX (HaKTOPOB, OMPEACISAIOMNX 0COOCHHOCTH CTPOCHHUS
MpeacTaBUTeNeH CUASYEro OEHTOCa CKyUYEeHHBIX PUOBBIX COOOMIECTB, B KOTO-
pBI€ BXOASIT OpaXHOMOIBL.

O.H. 3e3una (1976 u np.) cauTaeT, 4TO IS YCHEIIHOTO CYIIECTBOBAHMS CO-
BPEMEHHBIX Opaxuonoa HEOOXOOUMO 10CTaTOYHOE KOJIMYECTBO OPraHMYECKUX
YacTHULl U KUCJIOPOAA B MOPCKOH BOZE M €€ yMEpEeHHas TypOyJIeHTHOCTh. s
OONBLUIMHCTBA MCKOMAEMBIX OPaxuomno] , HO-BUANMOMY, OIITUMAIbHBIMU ObUIH
takue ke ycnoBus. X. MakKammon (McCammon, 1969), nabnrogaBiuas mpo-
LecC MUTaHMS y CEMH BUIOB COBPEMEHHBIX 3aMKOBBIX OpaxnoIiof B 1abopaTop-
HBIX YCIIOBUSIX, IPHIIUIA K BBIBOJLY, YTO UX OCHOBHOW MUILEH SIBISTFOTCS OPraHu-
YEeCKHEe YaCTHIIbI, HAXOASIINECS B MOPCKOI BOJE B PACTBOPEHHOM MJIM KOJIJIOU -
HOM COCTOSIHMH, BBICOKAasl KOHIICHTPAIHsI KOTOPhIX HEOOXOANMA JIsl HOpMaJib-
HOW JKM3HM 3THX KUBOTHBIX. IIpm 3TOM, OTMeuasi CpaBHUTEIBHO CKPOMHYIO
POIIb Cpeau MOPCKUX (PUIBTPATOPOB COBPEMEHHBIX OpPaxHOMO/ 110 CPaBHEHUIO
C UCKOIIaeMBbIMH, OHa TOXE I10JIaraeT, YTO COBPEMEHHbIE U JIpEBHUE MpPECTa-
BHUTENHN KJIacca MOTJIM MPOLBETATh B OJHUX M TEX K€ yCIOBUAX. DTO MPENTo-
JIO)KEHUE Ka)KeTCsl MPUEMJIEMbIH, TaK KaK BO3MOXKHbIE NPUYMHBI COKPAILCHUS
paszHooOpa3usi HbIHE KUBYIIHMX OpPaxHONOA MO CPAaBHEHMIO C MCKOIAEMBbIMHU, B
0COOCHHOCTH C MaJIC030MCKUM, HE CBSA3aHBI C U3MEHEHMSIMH aJalTaluil rpyn-
Ibl,  OOBSACHSIOTCS €AMHBIM THIIOM OMOJIOTMYECKON OpraHu3alud apTHKYJIST,
BO BCE BPEMEHA OCYIIECTBIISBIINM CXOJHBIN, OrPpaHUUYCHHBIN Habop criennu-
YEeCKUX aJanTalli, 9TO HEe MO3BOJIUIIO UM CKOMIIEHCHPOBATH IIEPMO-TPHACOBOE
BeIMupanue (AdanaceeBa, HeBecckas, 1994).

B coBpeMeHHBIX MOpsX Hambonee OJaronpusATHBIC YCIOBUS CYIIECTBO-
BaHMS ISl CUISA4ero OEHTOCa CO3AaI0TCs B palOHaX KOPAaJUIOBBIX PUQOB M
MpUJIEralonX K HUM y4acTKOB Hienbda Onarogapss TOMY, 4TO B pUDOBBIX
9KOCHCTEMax IMPOIECChl OMOTeOXMMHYECKOT0 KPyroBOpOTa BEIIECTB MPOUC-
XOZSIT BO MHOT'O pa3 MHTCHCHUBHEE, YEM B OKPYXKAIOIIMX BOJAX MOPCKOI'O JHa,
a Takke Oyarogapsi UX BBICOKOW MPOAYKTHBHOCTH M ONTHMAaJIbHOMY KHCIIO-
ponnomy pexumy (Copokun, 1977, 1990). Ormeueno, 4yTo pudsl BIUINA Ha
pasBuTHe buopasnoodpasus. Tak, moacuntano, 4To okoio 40 % TakcoHOB Oec-
MMO3BOHOUYHBIX (paHEPO30s MOSIBUIIMCH HMEHHO B pUQOBbIX pauusax (3aBap3uH,
Posxxnos, 2011). CTpaBHHTENbHBIN aHAJIN3 COBPEMEHHBIX M IPEBHUX PUPOBBIX
COOPY>KEHHH MMOKa3all, YTO, HECMOTPS Ha pa3auyusi B MOp(HoiIoruu pudoBeIxX
IIOCTPOEK U B COCTAaBE OPraHU3MOB PU(POCTPOUTENECH, B pa3HbIE reosioruye-
CKHE 3I10XM Ha 3eMJjie MOIJIM CYLIECTBOBATh CXOJHbIC THUIIBI PU(OBBIX 0OCTa-
HoBOK (IIpeoOpakenckuii, 1986). Bpaxuomnoasl BXoquian B cocTaB puoBBIX
coolmuecTB Bcero (aHepo3osi, HauMHas ¢ paHHero kemOpusi. OHU SBISLIHCDH
XapaKTePHBIMU (PUIBTPATOpaMH MaJC030HCKUX PUQOB, TOCTUTHYB HAHOOIb-
mero pacieta B neBoHe (Copper, 1974) u ObIIM MOCTOSTHHO MPEICTABICHBI
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B NaJLHCHITHEM CpEIHW OOMTATENIeH MO3THENANIC030UCKUX U Me30-KaitHO30H-
ckux pudos. Ilo-Buaumomy, pudosbie pamnu u cCeAUMEHTAIIMOHHO C HUMH
CBSI3aHHBIE MTPUJIETAIONINE YaCTH IIeNIb(a B IIeJIOM MOTYT PaCCMaTPUBATHCS B
KayecTBe HanOoJsee OJaronpusTHOW Cpeabl OOMTaHUs 111 MHOTHX OCHTOCHBIX
(GUIBTPATOPOB, B TOM YHUCIIE ISl OPaxHOTOI.

Hapymenne cuMMmeTpun xapakTepHO ISt OOMTaTeneil COBpEeMEHHBIX CKY-
YEHHBIX COOOIIECTB KOPAJIJIOBBIX PUGOB. B 3THX yCIOBHAX M3MEHEHUS (POPMBI
PaKOBUHBI ¥ (PUIIBTPYIOIIETO arapara, moJ00HbIe TAKOBBIM Y OpaxXHoIoI, Ipo-
UCXOAST M Y ABYCTBOPYATBHIX MOJUIIOCKOB, HAIIPUMEP, Y TPUIAKH, Y KOTOPBIX
HaOJTI01aeTCs CHIIBHOE YKOPOUYCHHUE MepeHeld KOMUCCYPBI M Pe3K0oe U3MEHEHHUE
noJjoxkeHus Tena (Ager, 1965). Y 6ansiHycoB TakKe OTMEYCHO U3MEHEeHHe Gop-
MBI ckeneTa (3eBuHa, 1972). [Ipu 5TOM acHMMETpHS MOXKET HOCUTHh MAacCCOBBIN U
B KaKOM-TO Mepe «TUIIOBOW» XapakTep, Kak 3TO OTMEUEHO Y HUKJIOTUupua. B of-
HOM U TOM k€ OMOTOITe MO)KHO BCTPETUTh MHOT'O 0CO0EH ¢ OJJHUM M TE€M Ke Ha-
PYLICHHEM HOPMaJIbHOTO CTPOCHUSI. ACHMMETPUYHBIC (POPMBI MOTYT AaXKe Me-
CTaMH NMpeodsafaTh Mo YUCICHHOCTH [0 CPABHEHHUIO ¢ 0COOSMU TOTO e BUJA,
MMEIOIIMMHU HEHApYIICHHYI0 CUMMETpHI0. Y oburateneil pudoBbix ¢annii Ha-
pAoy ¢ U3MEHEHUSIMHU BHENTHEW (POPMBI aCHMMETPHS YaCTO BBIPAKAETCS B HE-
PaBHOMEPHOM Pa3BUTHH BHYTPEHHUX OPTaHOB, HAXOIAIINXCS B CAMMETPHIHBIX
yacTsaX Tena. IMeHHO 3TO siBIieHUe W HAaOFOIaeTCsl y Opaxuoro/l B HapyIICHHH
cumMMeTpun Jodpodopa, KOTOPBI B HOPME COCTOUT U3 JIBYX OJMHAKOBBIX PYK,
PAcCIONOKEHHBIX M0 00€ CTOPOHBI OT OCH CHMMETpHH. YacTH4HAsl peAyKIHs
snododopa, M0-BUIUMOMY, OOBSICHACTCS TeM, YTO 00Jiee MOIIHbBIC (PUIBTPATO-
pBI pru(OBBIX COOOIIECTB CO3MAIOT TOKU BOMBI, HECYIIIHE OMOTEHBI, KOTOPBIEC HC-
MOJIB3YIOTCS MEHEee MOIMHBIMHU (UIBTPATOPaAMH, B TOM YHUCIE OpaxHOIoIaMHu.
Hanpasnenue Takoro Toka BOABI MOXET OOyCIaBIMBATh IMPEUMYILECTBEHHOE
pasBuTHe onpeneneHHon yactu tododopa. Kakas uz pyk nododopa npu sTom
rUNepTpopUpyeTcs, a Kakas peaylHpyeTcs, BEPOSITHO, 3aBUCHT OT TTOJIOKCHHUSI
JAHHOT'O WHIMBHIyyMa 10 OTHOIIEHHUIO K HAIIPABJICHUIO MMHUIIEBOTO ITOTOKA.

TaxuMm oOpa3om, OunaTepanbHas CHMMETPUS B Hapy >XHOM W BHYTpPEHHEM
CTPOCHUH, XapaKTepHas B LIEJIOM ISl OpaxHoNo/, B psijie cllydaeB HapyIlIaeTcs
IJIaBHBIM 00pa3oM y oOHuTaTeNnell COBpPEMEHHBIX U IPEBHUX PUOBBIX COOpPYIKeE-
HUH BCIEICTBHE CKYUYCHHOCTH IOCEJICHHS] U HEPOBHOCTH CyOcTpaTa. Acumme-
TPHUSI MOKET HOCUTh CIy4YalHbIN €AUHUYHBIA XapaKTep WJIM OTHOCUTEIBHO 10-
CTOSTHHBIA MaccOBBIN Xxapaktep. Hapymenne B pazsutun nododopa wim gaxe
MTOJTHAS PEYKIIHS OHOM U3 ero CTOPOH U THIepTpodust Ipyroif, HabmogaeMast
Y HEKOTOPBIX PUHXOHEIUTU, aTPUIUI B TepeOpaTylul, Mo-BUIUMOMY, CBSI3a-
Ha C MOJIOKEHUEM OpaxHoIo/l OTHOCUTEIIBHO HAIPABICHHUH MUIIEBBIX OTOKOB,
co3JlaBaeMbIX 0oJiee MOIIHBIMH, YeM OpaxuomnoAbl, pUIbTpaTOpaMu, HaCceIsIo-
IIAMH PUQBL

Pabota BemonHeHa npu nmoaaepxkke rpanta POOU, Ne 13-05-00459.
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CASES OF BILATERAL SYMMETRY BREAKING IN BRACHIOPODS
G.A. Afanasyeva

The cases of variation from bilateral symmetry in several groups of articulate bra-
chiopods from different geological ages including recent forms are observed. Asymme-
try is usually found among the inhabitants of reef facies and mainly concerns the shape
of shell, lophophore, brachidium and cardinalium. Typically, changes in internal and
external structures occur simultaneously, rarely only the shape of shell or the inner shell
structure is distorted. Symmetry breaking can be due to lack of space in the brachiopod
settlements, with the shape of the attachment surface of the individuals and with the
directions of feed streams in the environment.

Keywords: brachiopods, symmetry breaking, lophophore, brachidium, cardinalium,
the shape of shell, reef facies.
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Mopghozenes 6 uHOUBUOYATLHOM U UCTIOPULECKOM PA3BUINUL. CUMMEMPUSL U ACUMMeEMPUsL
Cepus «leo-6uonocuueckue cucmemsvt 6 npownom». M.: IHH PAH, 2013. C. 181-203
http://'www.paleo.ru/institute/publications/geo/

HNCTOPUYECKOE PASBUTUE CUMMETPUU UTVIOKOXUX:
OT NEPBUYHOM BUJIATEPAJIBHO-ACUMMETPAYHOMI
METAMEPUHU K IEHTAMEPUH

C.B. PoxxHoB
Haneonmonoeuuecxkuti uncmumym um. A.A. bBopucaxa PAH, Mocksa
rozhnov@paleo.ru

PagnanpHast CUMMETpHsI WTJIOKOXKHUX IOSBHJIACH CHadajia B amOyia-
KpaJbHOW cHCcTEME BO BpeMs (JOPMHUPOBAHUS 3aMKHYTOTO HJIN TIOJIKOBO-
00pa3HOro co COMMKEHHBIMU KOHIIAMU aMOyJIaKpaJbHOTO KOJIBLA, a 3a-
TEM OXBaTHJIa JAPYTHE CUCTEMbI OpraHoB. Ee BOZHMKHOBEHNE OBLIO 005-
3aHO HAIPABICHHOMY YCHJICHHIO aCHMMETpPUH Yy OMIaTepasibHO-aCHM-
METPUYHBIX TPEXCEITMEHTHBIX IPEAKOB MIVIOKOKUX M JJOBEICHHUIO ATOTO
mporiecca 710 JJOTMYECKOT0 KOHIIA — 3aMBIKaHMsI HCXOIHONH METaMEpHH B
nukiomeputo. IlocTenenHoe pazpactanue rUAPOLENS B OHTOTCHE3E OT-
pakeHO B OmIIaTepaIbHO-aCHMMETPHYHONW TEKe M YHCIIE paJnaibHbBIX
amMOyJaKpaJbHBIX KaHAJIOB KapIO30MHBIX UTIIOKOKUX. [Ipu mocTtrmxeHnn
CTaJiNN TIOJKOBOOOPA3HO Pa3pOCHIErOCsl BOKPYT TJIOTKM THAPOLENS C
TpeMsI OTXOASIIIUMH aMOyJIaKpaIbHBIMH KaHaJIaMH1 IIPOU30IIII0 3aMbIKa-
HUE TUAPOLENS B aMOyJIaKpaIbHOE KOJIBIO MIJIM TECHOE COMMKEHHE KOH-
LIOB MTOJJKOBBIL. DTO OMPEACIIIIO IIEPBUUHYIO TPEXJIYUEBYIO0 CHMMETPHIO,
KOTOpas B Pe3yJIbTaTe Pa3BOCHUS JBYX PaAHaIbHBIX KAHAJIOB CPasy ke
MIPEBPaTHIIACh B MATUIYUEBYI0 CHMMETPHIO Mojenu 2-1-2. 9To coObiTne
MIPOM30IIIO HE PAHBIIIE TTO3AHEr0 BEH[a, KOT/a, BUJUMO, Y TIEPBBIX OH-
JIATepPHUi BIIEPBBIE CTAJIM MOSBIATHCS NMPHAATKN Tella, U HE MO3KE paH-
HETo KeMOpHsI, Cy/sl TI0 HaX0JIKaM CaMbIX APEBHUX CKEJICTHBIX OCTAHKOB
UTJIOKOKUX B aTmabaHckoM sipyce. IlepecTpoiika Mozmenu maTHIydeBOi
CUMMETPHH W3 MOzeNH 2-1-2 B HACTOALIYIO MATHIYYEBYIO CHMMETPHIO
C TISATHIO OTXOIALIMMH HENOCPEACTBEHHO OT aMOyJIaKpaJbHOTO KOJIbIA
LIyTaJbIIaMU MTPOU3O0ILIO B PE3yJIbTaTe MEPEMELICHUS Pa3JBOCHUS Y-
najer Ha Ooyiee paHHHE CTAIMHM U PAaBHOMEPHOTO PACHpPEICICHUS MATH
3a49aTKOB M0 aMOyJIaKpaJbHOMY KOJIbILY. DTO COOBITHE OBLIO MPUYPOUCHO
K OpPZIOBHKY.

Kuouesvie cnosa: nrnokoxue, CHMMETPHsL, ICHTaMEPusl, METaMepHsl, aCUM-
METpHUSL.
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BBEJAEHUE

I/I3yquI/Ie CUMMETPHUU OPTaHU3MOB, COOTHOUICHUSA Y HHUX OCHOBHBLIX JJIC-
MCHTOB CUMMETPHHU U UX CpaBHHTeHBHBIﬁ AaHaJIn3 y pa3HbIX TAKCOHOB MOJYYH-
70 Ha3zBaHue npomopdorornn (bexemutres, 1964). C ToUKkH 3peHUS STOTO Ha-
MIPaBJICHUS CPAaBHUTEIHHONH MOP(HOIIOTUN UTIIOKOKHE MPEICTABISIIOT HANOOb-
WA WHTEPEC, TaK KaK Y HUX COUYCTACTCS HAUOOJIBIICE YUCIIO TUIIOB CHMME-
TPHH, KOTOpPBIE HAKJIAABIBAIOTCS HA TIIYOOKYI0 aCHMMETPHIO. Y COBPEMEHHBIX
HTJTIOKOXHUX pagvajibHass CUMMCTPUs, 0OBLIYHO AaTruJIydeBas, ¢ COOTBETCTBYIO-
IIUMU eH TIIIOCKOCTSIMU M OChI0 CHMMETPHHU COYETaeTCs ¢ OMaTepaIbHOCTHIO
1 Metamepueil. Tpu mapsl 1IeTOMOB 3aKJIAJBIBAIOTCS HA PAHHUX CTaIUAX, HO
Pa3BUBAIOTCS HEOJJUHAKOBO CIIPaBa M CIIEBA, YTO OTPAXKAeT TI1yOOKYI0 acHMMe-
TPUIO B CTPOCHUH UTIIOKOKUX. DTY aCHMMETPHIO TIOAUYCPKUBACT U CIIUPATbHAS
(opMa KUIIEYHOTO TpaKTa y MHOTHUX HIJIOKOXKHX, 3aKPy4YEHHOTO B HOpPME TO
4acOBOM CTpeNIKe Y MOPCKHX JIMITUH, MOPCKUX €Xel U ToJoTypuil. ITOH «BHY-
TpEHHEN» aCUMMETPUU COBPEMEHHBIX HUIJIOKOXKHUX B TOM WM UHOW CTENEHU
COOTBETCTBYET OMIIATEPAIbHO-ACHUMMETPUYHOE CTPOCHHE CKEJIeTa Y Kapro30ii-
HBIX HTJIOKOXKHX — COJIOT, CTHIO(HOp, IIUHKT — U CIUPATBHOE PACIIONIOKEHUE
aMOyJTaKpoB y TeJUKOILIakouael. buaTepaibHO-aCHMMETPUYHBIE Kapro30ii-
HBIC UTJIOKOXKUE, UJTH, 110 KpaiiHelW Mepe, HeKOTOPbIC U3 HUX, PACCMATPUBAIOTCS
MHOTHMMH aBTOPaMHU KaK MPEAKOBbIC (hOPMBI MATHIYYEBbIX UTTIOKOKUX (Smith,
2005; Jefferies, 1986). YoenutenpHOCTh TakoH (DMIOTEHWH HATaJKWUBAaCeTCS Ha
TPYAHOCTH OJJHO3HAYHOW MHTEPIIPETAINHA MOPPOIOTHH MHOTHX (hOpM, 0coOeH-
HO cTtriodop. [IpumMepom MOXKET CITyKUTh MHOTONIETHSS Tojemuka Jlkedpuca
U €r0 YYSHUKOB CO CTOPOHHUKAMU ayJIako(hOpHOW MHTEpHpeTanuu CTUio(op
(Jefferies, 1986; Ubaghs, 1967; Parsley, 1997; Parsley et al., 2012; David et al.,
2000; Lefebvre, 2000). Kpome Toro, msTuiay4eBble UIVIOKOXKHUE MTOSIBUIUCH HE-
CKOJIBKO paHBIIIEe B T€OJOrMYECKOM JIETOMHCH, YeM UX OWIaTepallbHO-aCHMMe-
TpU9HBIE (OPMBL. DTOT apryMeHT, BKYIle C HEKOTOPBIMH MOP(]OIOTHIeCKIMHI
MIPU3HAKAMHY, ITO3BOJIMI MPEAIOIOKHUTh, YTO OHJIATEPATbHO-AaCHMMETPUYHEIC
(hOpMBI TPOU3OIILITH OT PAJIHAIIBHO-CUMMETPHYHBIX B Pe3yJibTare nenomMopdosa
(Sumrall, Wray, 2007). DTo npeanojoKeHue He KaKeTCs JI0CTaTO4YHO yOemau-
TCJIBHBIM, IIOTOMY YTO pa3jIn4rc BO BPEMCHU MOABJICHUE MMATUITYYCBBIX U aCUM-
METPHUYHBIX (POPM B T'€OJIOTHISCKOM MacIiTabe HE3HAYUTEITEHO U MOXKET OBITh
CBSI3aHO C HETIOIIHOTON Ie0IOTUYECKON JISTOMHCH, & MOP(OIOTHIECKHe pa3iiu-
YUs MEXJy TaKUMU (OpMaMH CIUIIKOM BEJIHMKU. HEeT W JIeMOHCTPUPYIOMUX
MPOILIECC TAKOro Iiy0okoro mnexomopdosa nepexoaHbix Gopm. Tem He MeHee,
OTH K€ JOBOJbI CBUACTCIBCTBYIOT U ITPOTUB TOT'O, ‘ITO6I)I CUHUTATh KapHOSOﬁHLIX
HUTIJIOKOXKUX HEIMMOCPECACTBEHHBIMU IMMPEAKAMU MATUITYYEBBIX UTTIOKOXKUX. TToorTo-
My, KakeTcs 0oiee BepOsITHBIM, 9TO KapIio30H He SBIISIIOTCS HEMOCPE/ICTBEHHBI-
MH TIPEIKaMH TMATHIYYEBBIX UTJIOKOKHUX, HO UX CTPOSHUE OTPakaeT OCHOBHEIC
MOMEHTHI CTAHOBJICHUS PaJIualIbHOW cUMMeTpuu. VICXoas 13 3TOTo Mpearoio-
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XKEHUs Mbl U OyJeM aHaJIN3UPOBaTh CTAHOBJICHUE pajuasibHOCTU. [l1sl Takoro
aHaJIM3a He UMEET 3HAYCHUs, IPOU3OLLIN JIK OTACIbHbBIE (OPMbI U3BECTHBIX B
HaCTOsIIIIee BpEMs KapIo30i HAIPSIMYIO OT HEMOCPEICTBEHHBIX NMPEAKOB pau-
AJIbHO-CUMMETPHYHBIX UITIOKOXKHUX, UM OHU IIPOU30LLIN HEIOCPEACTBEHHO OT
yke cHhOpMUPOBAHHBIX PaJUATBHO-CHMMETPUYHBIX UTTIOKOKUX TIEAOMOP(QHBIM
nyTeM. M1 B TOM, ¥ B IpyroM clly4ae OHU OTPakaroT 0COOCHHOCTH CTaHOBIICHHUSI
MIEHTAaMEPHUH y UTIIOKOXKUX. McX0Ast U3 9TOr0 NMPeAToNnoKeHNs, MBI IOMBITAEMCS
000CHOBATh B3aMMOCBSI3b PA3JIMUHBIX TUIIOB CHMMETPUH Y UTJIOKOXKHX U ITOCTIC-
JIOBaTENbHYI0 00YCIOBICHHOCTh X MOSBJICHUS B 3BOJIIOLUN HUTIOKOXKHX.

oAXO K ITPOBJIEME

CuMMeTpus MOXET OBITh OIWHAKOBOM y OYEHb pa3HBIX OPTraHU3MOB
(puc. 1). Ho myTn ee ctaHOBNEHUS, KaK B HHANBUAYaJIbHOM, TaK U B HCTOPUYE-
CKOM Pa3BUTHUH, MOT'YT CHJIBHO Pa3JIMYaThCSL.

Tfgpaaiur mamn
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Puc. 1. PaguanbpHasi CHMMETpHS y UIJIOKOXKUX U KopasioB: a — Cyathocystis, BuJ CBepXxy,
BEPXHUH OPIOBUK DCTOHUH; 6 — CXeMa MOJKOBOOOPA3HOM CTaAMU Pa3BUTHS aMOyJIaKpalIbHOTO
KOJIbI[a B OHTOT'€HE3€ MOPCKOM JIMJIMK U PACIIOJIOKEHHsSI HA 3TOW CTAaIUU CKEJIETHBIX 3JIEMCHTOB
(mo Bury, 1888); 6 — rugose coral Palaeocyclus porpita, Bun cBepxy, cunyp LoTnanna; ¢ — cxema
3aJI0KEeHUs cenT y KopayuioB (1o bonpapenko, Muxaiinona, 2000).
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Hampumep, y KopajutoB paguaibHas CHMMETpHUs (OpMUPYETCS TOCIe0Ba-
TEJHHBIM JICJICHUEM TIOJIOCTH TeJIa CeTITaMH Ha KaMephl. Y UTIIOKOKHUX Paandalb-
Hasi CAMMETPHS TIOTYYaeTCs pa3pacTaHheM HUCXOIHOTO THAPOIIEHS C ITOSBUBIIHU-
MUCS paJMaJIbHBIMU 3a4aTKaMU paiHalibHbIX aMOyJIaKpaIbHBIX KAHAJIOB BOKPYT
NUINEBO/IA M 3aMbIKaHHS ero B amMOyJakpaibHOE KOJBIO, OT KOTOPOTO CHMMeE-
TPUYHO OTXOMAT OOBIYHO ISTh PaIUAIBHBIX aMOyJIaKpaIbHbBIX KaHAJOB. IMEHHO
CUMMETpHUs aMOyJaKpaabHOTO KOJIbIA OTpENesieT Pa3BUTHE PaIuaIbHON CHM-
METPHH B OCTAJIBHON YacTH Teua. [lo3ToMy peKOHCTPYKIINY CTPOSHUS THIPOLIEIIS
y IPEBHEHIITNX UTTOKOKHUX TPeOyeTcsl yIeauTh 0co00e BHUMaHUE. Y COBpPEMEH-
HBIX UTTIOKOKUX MBI MOYKEM JIETAJIbHO U3YYUTh OHTOT€HE3 U Ha ’TOM OCHOBAaHUH
BBISIBUTH OCOOCHHOCTH MOp¢oreHe3a cuMMeTpuu. Ha nckonaemom marepuale
OOBIYHO JIOCTYITHBI JIJIsl H3YUYCHUsI HanOoJiee O3JHHE CTAMH PA3BUTHS CKEJIETA.
[lo BO3pacTHON M3MEHYUBOCTH MOYKHO OITHICATh JTH TO3JHHUE CTAIUU PA3BUTHUS
CKeJleTa U JPYTHX CUCTEM OpPraHOB, KOTOPhIE HAa HEM OTPaKEHBI i TAKUM 00pa3oM
PEKOHCTPYUPOBATH MO3JHUN OHTOTCHE3 C TOW UM MHOM MOTHOTOM.

Hpyroii noaxox cBsizaH ¢ U3yueHHeM abeppaHTHBIX (HOpM, KOTOpbIE Mpea-
CTaBJISIIOT COOOH pe3yNbTaT OTKJIOHEHHS WHAMBHIIYaJIBHOTO Pa3BUTHUSI OT €ro
0OBIYHON TpacKTOpuHU. AGeppaHTHBIC (POPMBI MOTYT OBITH IIPENCTABIICHBI PEI-
KUMU SK3EMIUISIPAaMU B MHANBUIYaJIFHON N3MEHYHBOCTH BUIa, MOT'YT OBITh BBI-
paXeHbBI KaK CaMOCTOSTEIbHBIE TAKCOHBI, MHOT/IA BRICOKOTO paHTa, HAaIpUMeD,
MaJjible KJIacChl UTJIOKOXKHUX. HO M0 HUM MBI MOXXKEM CYAHMTHb O T€X WU HMHBIX
0CcOOEHHOCTSIX 0oJiee paHHEr0 OHTOreHe3a, OOBIYHO MPSIMO HE OTPaKCHHOI'O
Ha B3POCJIBIX CTAAMIX. ITO CBA3aHO C TEM, YTO MHOTHE abeppaliii BOSHUKAIOT
B pesyibrare meaoMopdo3a U IPYTHX TeTePOXPOHHI, BRIBOASIINX BO B3pOC-
Y0 CTaAWIO TIyOOKHE YepThl Pa3BUTHUS WM TOKa3bIBAIOIIHE BO3MOXKHOCTH
JaNbHEHIIero pa3BUTHs NpU3HaKa B OyaymieM. PeKOHCTPYKLNS CTaHOBICHHUS
0COOEHHOCTEH CUMMETPUH B OHTOI'€HE3€ MCKOMAaeMbIX (POPM MyTeM H3y4eHUs
BO3PAacTHOW M3MEHYMBOCTH M TIPW IOMOLIM aHallu3a a0eppaHTHBIX (OpM H
CpaBHEHHE dTUX 0COOEHHOCTEH ¢ COBPEMEHHBIMH (POPMaMU MOXET JIaTh KU
K PEKOHCTPYKIINH €€ CTAHOBJICHHS B HICTOPUYECKOM Pa3BUTHH.

PAJIMAJIBHA A CUMMETPU S UTJIOKOXN X

PanuanpHas cuMMeTpHs Y UIJIOKOKUX MPEUMYIIECTBEHHO MSATHUITy4eBasl.
Ona 0XBaThIBaeT HE BCE TEJIO LIETUKOM, a JIUIIb OT/EIbHBIE CUCTEMBI: aMOyJa-
KpaJIbHYI0 CUCTEMY, HEpBHBIE CHCTEMBI, CKEJIET U HEKOTOpble Ipyrue. B cke-
JeTe paaualibHas CUMMETPHS ONpeNeseTcs, IPEeXae BCEro, pacloyloKEHUEM
aMOyJlaKpoB, TO €CTh MUIIECOOPHBIX XEJIOOKOB MM MOJOOHBIX CTPYKTYp €
MPOXOJSIIMMHE BJIOJIb HUX PaJHajbHBIMU aMOylaKkpalbHbBIMU KaHaJIaMu. DTH
CTPYKTYPBI MOTYT BXOJUTH B COCTAaB TEKH MJIM BBIXOJIUTH 32 HEE B BUJIE PYK MIIU
Opaxuoi. B mepBoM ciydae OHHM HETIOCPEACTBEHHO OMPEACISIIOT CHMMETPHIO
CKeJIeTa, @ BO BTOPOM OHHU ONPENEIISIIOT €€ ONOCPEJOBAHHO, YE€PE3 OpasibHbIE
TAaOJIMYKHU OJIN3 POTOBOTO OTBEPCTHUS, MEKY KOTOPBIMU aMOyJIaKpbl IPOXOASIT
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JI0 MeCTa BBIXOJa 3a TPeaesbl TeKH. B (rutorenese mHOT]a MOKHO HAOIIOAATh
MTOCTETIEHHOE PacCIpOCTpaHEHUE MATUIYYEBOH CHMMETPHUHU OT ITHUX TaOIM4eK
Ha BCIO TEKY B IOpsJKE MosBJICHUS Tabimumuek B ontoreHese (Sprinkle, 1973;
Rozhnov, 2002). AkueHTHpYys BHUMaHUE Ha PO aMOYJIaKpOB B OpraHH3allH
nsaTurydeBoin cummerpun, Hotchkiss (1998) npencraBuin MHTEPECHYIO MOJIEIb
“ray-as-appendages” MpOUCXOXKJICHHsI TICHTAMEPHH Y HTIIOKOKUX. TeM He MeHee,
paanaibHas CHMMETPHS OTIPEACISETCS, IIPEXkK e BCETO, YICIOM PaIHaIbHBIX aM-
OyJakpalibHBIX KaHAJIOB, OTXOASIINX OT aMOYJIaKpaJIbHOTO KOJIbIIA, TO €CTh I10-
PSAKOM CUMMETpUHU aMOyIaKpaibHOro Kojibla. [loatomy, cTaBst Bompoc o mpo-
UCXOKJICHUH MATUIYYEBOH CUMMETPUHU Y UTJIOKOXKHX, MBI JOJKHBI B MIEPBYIO
o4epeb OTBETUTH Ha BOMPOC O MPOUCXOXKICHUH MATUIYUYEBOH CHMMETPUHU aM-
OynakpanbHOro Kobla. [locie nosBieHus Takoii CHMMETPUH aMOyJIaKpaibHOTO
KOJIBLIA, TIPOIIECC €€ PAacIPOCTPaHEeHUsI Ha IPYTHe CUCTEMBbl OPIaHOB, BO BCSKOM
Cilydae, CKelleTa, MOXeT OBITh IPOCIEeKEH Ha WCKOMaeMoM Marepuaie. B oH-
TOTeHEe3€e paJuaibHasi CAMMETPHs aMOyJIaKpaJbHOrO KOJbIIA TOSIBISIETCS B pe-
3yJIbTaTe pa3pacTaHus ero 3a4aTka (JJeBOro ruApoLestst) BOKPYT Oy 1y1eid IMOTKH
(mepemHe-3aiHEN OCH TeJa) IO YaCOBOM CTPEIKE W 3aMBIKAHUS ITOTO 3a4aTKa B
KOJIBII0. JIJIsT TAKOTO KPYTOBOTO Pa3BUTHS aMOyIaKpaasrHOro Koibiia Minsuk et
al. (2009) BBeTM IOHATHE ITUPKYMOPAIBHON OCH, MOJIENTb KOTOPO BKJTFOYAET Cer-
MEHTAITNIO KOJIBIIA Ha MATh CEKTOPOB. J[pyruMu clioBaMu, CHMMETPHIO pa3pac-
TAIOMIEroCs 3a4aTKa KOJbLA MOYKHO IPEICTaBUTh B BHJIE MCKPHBICHHOM MeTa-
MEpHH, B KOHIIEC KOHIIOB 3aMKHYBIIIeHcs B ukiomeputo (Rozhnov, 2002, 2012).
Takum 00pa3oM, IUKIOMEPUS MTIIOKOKUX TOSIBIISIETCSI KaK Pa3BUTHE MeTaMe-
pHUH ITyTeM ee CKPUBIIEHUS B PE3yJIbTaTe aCHMMETPUIHOTO POCTA, TIPH KOTOPOM
TIepeTHUI KOHEI] pa3BUBAOIIETOCS 3a4aTKa JOCTUTAET 3a/IHEr0 KOHIIA 3a9aTKa
U cpacTaeTcs ¢ HUM. B pe3yibrare MEIIKOBUIHBIN THAPOLENb Ipeodpa3yeTcs B
3aMKHYTO€ aMOyJIaKpajJbHOE KOJbLIO. DTOT TUI MOSBJICHUS paJAHaIbHON CHMMe-
TPHH PE3KO OTIMYACTCS OT TAKOBOI'O Y KOPAJJIOB, Y KOTOPBIX paJuaibHasi CHM-
METpUSI TIOSBIISIETCSI B pe3yJIbTaTe TOCIEeOBATENILHO Pa3/IeieHus MOJOCTH Tela
(puc. 1). IIpn MeTaMepHOM pocTe 3adaTKa aMOyJIaKpaTbHOTO KOJIBITA IIePHOINIC-
CKH OT HETO OTXOJIAT 3a4aTKH PaJiMalibHBIX aMOyJaKpaIbHBIX KaHAJIOB.

VY COBpEMEHHBIX 3JIEBTEPO30HHBIX HITIOKOXKHMX, B MoHuManun Campena
(Sumrall, Sprinkle, 1998), BkItoUarOmuX MOPCKHUX €3Keid, MOPCKUX 3Be31, 0puyp
U TOJIOTYPUH, MSITh aMOyJIaKPOB HAYHMHAIOTCS] HETIOCPEICTBEHHO Y POTOBOT'O OT-
Bepctus (puc. 2). Campen (Sumrall, Wray, (2007) Ha3Baau 3To HACTOSIIEH MATH-
JIy4eBOU CUMMETpHUE. Y MHOTHX HaJI€030MCKUX UITIOKOKHUX HENOCPEICTBEHHO
OT pTa OTXOJAT TPH aMOyIIaKkpa, a Ba APYTHUX IMOIYYarOTCs Pa3BETBICHHEM JIBYX
U3 TPEX MCXOAHBIX HAa HEKOTOPOM PACCTOSIHMM OTO pTa B Ipefesax TeKH. JTo
TakK Ha3blBaeMasi ()yHIaMEeHTaIbHO OniaTepaibHas MOJelNb 2-1-2 pacronoKeHus
aMmOymnakpoB (puc. 3). Takast MOAETb XOPOIIO OTpaKeHA B CTPOCHUU OPATbHBIX
TabJIM4eK, TP U3 KOTOPBIX COSAMHSIOTCS KOHI[AMH B IIEHTPE, & KOHIIBI IBYX APY-
TUX JI0 IEHTPa HE JAOXOAST. DTO MOXKET CBUICTENHCTBOBATh O TOM, YTO HETIO-
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ambynakpanoHan
cucTema

AWBEPTUKYNbI

Puc. 2. Cxema cTpoeHust aMOyJIakpallbHOW CHCTeMBI (IISTHIIyYe-
Basi CHMMETPHSI) U MHUIIECBAPUTEIBHON CUCTEMBI (CITHPAIb) Y MOPCKO
munu (mo Ubaghs, 1967).

CPEACTBEHHO OT aMOyJIaKpaJbHOro KOJIbLA OTXOJWIIO TPH paAHalbHbIX KaHama.
Kpome 61acTO30HHBIX UTTIOKOKHUX M HIPUOACTCPOUICH, CTPOCHHE OpaIbHBIX Ta-
Osmaek mo Mofenu 2-1-2 U3BECTHO Y MOPCKUX Jrutiil. Ho y coBpeMeHHBIX MOp-
CKHX JIWJIHH 0T aMOyJaKkpaabHOTO KOJbIa HETIOCPEACTBEHHO OTXOAST MATH aM-
OyJakpalbHBIX KQHAJIOB, KaK U Y 2JIEBTEPO30HHBIX HTIIOKOKUX. 3 3TOr0 MOXKHO
ClIeNaTh BBIBOJI, YTO Y MPEIKOB MOPCKUX JIMITUH, WITH, TI0 KpallHEel Mepe, y UX Uc-
XOIHBIX MPEACTaBUTEIICH, HETTOCPEACTBEHHO
OTO pTa OTXOIWJIO TpU amMOynakpa, 4To U
orpenenuiio 2-1-2 MoJeNb CTPOSHHS Opajib-
HBIX Ta0aM4YeK. B manpHeiem, Koraa oT am-
OyJIaKpaJbHOTO KOJIBIIA CTAJI0 OTXOIUTD YXKe
[ATh PaJMajIbHBIX KaHAJIOB, 3TO HE IOBJIH-
SJI0 Ha apaH)KUPOBKY OPaJIbHBIX TaOIHYEK.

Moxno cormacutecst ¢ Campenom
(Sumrall, Wray, 2007), 9To pemyKIius ynucia
aMOyITaKpoB y 6JaCTO30HHBIX UTIIOKOKUX U
KPUHOUACH MPOHUCXOJUIIA B pe3yJbTare Ie-
nomopdo3za. 3aKOHOMEPHOCTH MOP(OJIOTrH-
YECKUX MU3MEHEHUH MpH reoMopdo3e cooT-

Puc. 3. [laTuiyuesas cAMMETPUS  BeTCTBYIOT OOPATHOMY MOPSIIKY TIOSBIIEHUS
MOJIeNU 1o Mozien 2-1-2 y agpuoacre-
pongen  Krama (nepon JNemmmrpay-  COOTBETCTBYIOUIMX CTPYKTYP B OHTOreHEsE.
CKoit 061aCTH). B GonbpmuHCTBE city4aeB TOPSIIOK MOsIBIIS-
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HUsI aMOYJIaKpOB B OHTOT€HE3€ Y IPEBHUX IMATHIIYYEBBIX HTIIOKOKUX OBLIT OJTHO-
THUITHBIM, CY/S TI0 JaHHBIM 00 OHTOTEHe3e dnpuoacrepouseit (Bell, 1975, 1976),
MUANTONUCTUAHBIX poMOudep (Sumrall, Sprinkle, 1999; Sumrall, Shumacher,
2002; Broadhead, Sumrall, 2003), u roruunubeix s0kpunouzeii (Parsley, Zhao,
2007): cHavana pa3BUBAJINCH 1Ba OOKOBBIX Pa3/BAaMBAIOIINXCS B JaJbHEHIIIEM
amOymnakpa, coorBeTcTByromue B+C crnpaBa m D+E creBa, 3areM MOSBIISII-
cs1 aMOyJakp A ¥ Ha KOHCYHOW CTaWU pa3aBaWBATINCh OOKOBBIC aMOYITaKpHI
(Sumrall, Wray, 2007). [losTomy, eciti Takoi MOPSITOK MOSBICHHS aMOYJIaKpOB
B OHTOr'eHe3e He ObLI U3MEHEH B CHITY CIEIIUaTbHBIX TPUYUH, TO CXEMBbI, TIPE/I-
noxenHsle Campenom (Sumrall, Wray, 2007) st abeppaHTHBIX 10 YHCITY aM-
OyJakpoB 0JIaCTO30i M KPUHOMJIEH MOXKET OBITH BIIOJIHE COOTBETCTBYIOLIUM
neiicTBUTEeNbHOCTH. HO HAaC mMHTEpecyeT mpoliece mepexoaa oT CTPOSeHUS aMOy-
JIAaKpOB 10 Mojelu 2-1-2 K HacTosied MATUIY4eBOH cuMMETpur. Bo3MOXKHO,
OH OBLI Pa3JIMYHBIM U HE3aBUCHMBIM NP BO3HUKHOBEHWH ILIAHOB CTPOCHUU
OCHOBHBIX KJIaJI JJIEBTEPO30H — MOPCKUX €XKel, MOPCKUX 3Be3, OpHuyp, TOIOTY-
puit u opuonrcTUil — U 'y KpuHOHIeH. [lJIsi MOPCKUX JIMITUI BO3MOKHBIM Mexa-
HU3M TaKoro Mepexo/a, OCHOBAHHBIN Ha JaHHBIX 110 OHTOT'CHE3y COBPEMEHHBIX
MOPCKHUX JHJINKA U MOP(OJOTHH UX MAJICO30UCKUX MPEICTABUTEICH, YiKE ObLI
npemioxed (Rozhnov, 2002, 2012). DToT MEXaHW3M 3aKII0UACTCS B TIEpEMeEIIe-
HUH 3aKJIAJIKN BCEX MATH aMOyJaKpaJbHBIX KaHAJIOB Ha paHHUE CTaJIUU OHTOTe-
He3a amOylakpajibHOTO KoJbla (puc. 4a—e). COOTBETCTBEHHO, M Pa3BETBICHHUE
aMOyJTaKpaJIbHBIX KaHAJIOB MEPEMEIIACTCs Ha CaMble PAHHHUE CTaJ[UU TOSIBIIC-
HUS KaHAJOB. BO3MOXHO, YTO y HEKOTOPBIX KJIaJ AJIEBTEPO30MHBIX UTTIOKOKUX
MOCIIE 3TOTO TPOUCXOIUT ITOCTENIEHHOE M PAaBHOMEPHOE paclpeesieHne paju-
aJTBHBIX KAHAJIOB TIO BCEH OKPY>KHOCTH PACTYIIEro aMOYIaKpaIbHOTO KOJIbIIA,
MPUBOJIAIIEE K XapaKTePHOW T HUX HACTOSMICH MATUIYYEBOH CHMMETPHH.
Ho y MopcKkux nuiauii 5To MpoucXoAuIIo HHAYE, yTEeM METaMEepHOro, CepHuab-
HOT'O POCTa BCEro 3a4aTKa C MATHIO MEPBUYHBIMU LIyNalblAMH: 3a4aTOK aM-
OyJlaKpabHOTO KOJIbIIA C TOSBUBIIMMHUCS MATHIO TIEPBUYHBIMH IIYyTNAJIbIIAMH
(3agaTkaMu aMOyJTaKpabHBIX KaHAJIOB) MOBTOPSUT ce0sl MATH pa3 BIJIOTH JI0 3a-
MBIKaHHS B aMOyJIaKpabHOE KOJIBIIO. B pe3ynpraTe Takoro MeTaMepHOro pocTa
B K&)KJIOM paJiiyce OKa3bIBaJIOCh 10 MATh PaJUaIbHBIX KaHATIOB. DTO OTPaKEHO
B OHTOT'€HE3€¢ COBPEMEHHBIX MOPCKUX JIMJIMHI B BUJIC 3aKJIa/IbIBAFOIIUXCS MATH
HIynasel B KoM pajguyce amOyakpaibHoro koibia (MBanosa-Kasac, 1978).
[pu nanbHEHIIEM pocTe YeThIpe NIyNalblia B K&KJI0OM pajinyce penyupyoTcs,
IO J1Ba C KaXJ0H CTOPOHBI OT IIEHTPAIBHOTO IIyMaJblla, KOTOPOE Pa3BUBAETCS
Jajbllie B palHalibHbI aMOyIaKpatbHBIA KaHal. Y HEKOTOPHIX MaIe030HCKUX
JUCTIAPUTHBIX MOPCKUX JIWIUHI BCE WU 3HAYUTEIIbHAS YaCTh 3aKJIa [bIBAIOIIX-
Csl B OHTOTCHE3€ IIyIaJiel] MOIJia Pa3BUBAThCS B pauaibHbIC KaHAIBI y B3POC-
JIBIX 0CO0CH, (OPMUPYST MHOKECTBO PYK, OTXOMSIINX OT KaXJ0W paguaibHON
Tabnu4Ku. Pe3ynbraroM MMEHHO TaKOro pa3BUTHS MOXKHO OOBSICHUTH (OpPMH-
pOBaHHE MHOXKECTBEHHBIX PYK Y MIEBOHCKOTO Anamesocrinus (10 MSITh Ha Kax-
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Puc. 4. BeposdTHast cxemMa BO3HUKHOBEHHSI COBEPILIEHHOM MATHIIYUEBOIl CUMMETPUHU Y KpHU-
HouJeH (@), HKHUN psiJ — MOCIEI0BATEIBHOCT (POPMUPOBAHUS aMOyIaKpanIbHOW CHCTEMBI B
OHTOT€He3e y IPEIKOB MOPCKUX JIMJIUH 10 Mozienu 2-1-2, cpeJHUH psii — BO3ZMOXKHAs [OCIIe0Ba-
TEJIBHOCTH (POPMHUPOBAHUS aMOyJIaKpaIbHOW CHCTEMBI Y NMaJIe030HCKUX KPUHOUACH, OTpaKeH-
Hasl B CTPOCHUU HEKOTOPBIX MEJOMOP(HBIX MHOTOPYKUX AWCHAPHIHBIX KPUHOHUACH; BEpXHHM
psit — cxema (opMHpOBaHUST aMOyIaKpalbHOH CHCTEMBI y COBPEMEHHBIX MOPCKUX JIMIIHIL; 6,
6 — NEHTAaKPUHYCOBAsI CTaUs B HHWBHyaJIbHOM pa3BUTHH Antedon rosacea 1 3a4aToK PyKHU ¢
MATHIO IEPBUYHBIMY IyNaJIbIlaMH Ha 3ToH cTaauu (mo Thomson, 1875); MHOropykue uckoma-
eMbIe MaJe030iCKIe MOPCKUe TUIUU Anamesocrinus (e-0), Allagecrinus (e-orc); dopmupoBanue
MHOTOPYKOCTH BETBJICHHEM paJnalbHEIX KaHAJOB, OTPA)KCHHOE Ha AMCTAJIBHON MOBEPXHOCTH
paauanbHbeIX Tabnuuek y Acolocrinus (3-u).

JIOW paaualibHOM TabIWYKe) U MTO3THENAIC030MCKUX alJIareKPUHH U KaTHILIO-
KPUHHJ C Pa3HBIM KOJIMYECTBOM PYK Ha paJMalibHBIX Tabmuukax (puc. 4e—u).
[losiBneHnE TaKOro CTPOEHUsI UMEHHO B PE3yJIbTaTe OTXOKICHUS MHOKECTBEH-
HBIX pagvaJiIbHbIX KaHaJIOB HCIOCPEACTBCHHO OT aMGyHaKpaanoro KoJIbLa y
OTUX MOPCKUX T JO0Ka3bIBACTCS UX CPABHCHUCM C MHOKECTBCHHBIMU pyKa-
Mu y Acolocrinus — pojia HESICHOTO CHCTEMaTHYECKOTO TOJIOKeHUs. B cTrpoennn
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3TOTO POJia BUJIHO, YTO HA KAXKJIOW paJalibHON Ta0JInYKe MHOKECTBEHHBIC (ha-
CeTKHU JIJIsl MPUKPEILICHHSI PYK 00pa3yloTcsi B pe3ysibTaTe CepUr COMMIKESHHBIX
BETBJICHHI €IMHOT0 aMOyaKpa, MOAXOJISIIEro K pajuaibHON TabIuyKe.
Takum 06pa3oM, CTPOCHHE U B3aUMHOE PACIOIOKEHHE aMOyIaKpOB MO3BO-
JISIET AOCTaTOYHO YOEIUTENbHO PEKOHCTPYHPOBATH CTPOECHUE aMOyIaKpaibHO-
'O KOJIbI[Q, YUCIIO U PACIIONOKEHUE OTXOJSIINX OT HEr0 PaJuaibHbIX KaHAJIOB.
Cpenu 0;1acTO30M, KPUHOUJICH W DJIEBTEPO30H PEKOHCTPYHPYETCS IMOCIIEI0BA-
TEJBHOCTD PA3BUTHSI aMOyJIaKpPaTbHOU CUCTEMBI OT aMOyJIaKpaTbHOTO KOJIbIIA C
TpeMst OTXOASIIMMU OT HETO PaJMaJIbHBIMU KaHAIaMHU, JIBa U3 KOTOPBIX 3aTEM
BETBSTCs O1U3 KoJbIa (Mojienb 2-1-2) k aMOyJiakpallbHOMY KOJIBIY C MATHIO pa-
JUaJIbHBIMH KaHallaMH, OTXOASIIUMHU OT HErO0 HENIOCPEACTBEHHO (3pesiast msTH-
nmydeBass cuMMeTpus). OTKIOHEHUS OT ISITHIIYYeBOH CHMMETPHH CPEIU 3THX
TPyHI B OOJBITMHCTBE CIIy4aeB MOYKHO OOBSICHUTH IMTEAOMOP(O30M U APYTUMHU
rerepoxporusimu (Rozhnov, 2002; Sumrall, Wray, 2007). [1pu Takux oTKJI0HE-
HUSIX OT MSATUIYYeBOH CHMMETPHUH B OOJIBITUHCTBE CIIydaeB HE 3aTparuBacT-
sl 3aMKHYTOCTh aMOYJIaKpaJbHOTO KOJIbIIa — OHO OCTAaeTCsl 3aMKHYTBIM, O YeM
MOXHO CYIUTh 110 COXPaHEHHUIO MATUIYYEBOH CHMMETPUHU OKPY KAIOIIUX POT
Ta0NMYEK U M3MEHUYUBOCTH YKC/Ia aMOyJIaKpOB y OIM3KKUX TaKCOHOB. [Ipobiema
BO3HUKHOBEHHS 3aMKHYTOr0 aMOyJIaKpaJbHOTO KOJIbIA C TPEMsI OTXOISIIIMH
OT Hero amOyJakpaMu TpeOyeT pacCMOTPEHUST MOP(OIIOTHU UTIIOKOKUX B Tie-
JIOM, BKJTFOUAs KaprO30MHBIX UTJIOKOXKHX, 0 MHEHHIO MHOTHX HCCIIEIOBATENCH
MEPBUYHO HE UMEBLINX paguanbHoi cumMerpun (Jefferies, 1997; Smith, 2005).
[pennonoxenne Campena (Sumrall, Wray, 2007) o TOM, 4TO Kapro30iHbIC
WTJIOKOKUE C OJHUM WITH IBYMSI aMOyJTaKpaMu POU30ILIN B pe3ybTaTe Mmejio-
Mopdo3a MATHIYUEBEIX (POPM HE KaKETCS YOSTUTEIHLHBIM H3-32 YHUKAJIHEHOTO
CTpoeHHs STUX HOPM, UX U3MCHYUBOCTU M OTCYTCTBHS MEPEXOIHBIX GopMm. B
M000M ciyyae, paccMaTpHuBasi STUX UITIOKOXKHUX Kak TTyOoKo memoMop¢HbIe
(hopMBbl, MpoU30IIEAIINE OT MATUIYUEBBIX (POpM, HEOOXOAMMO COTIIacOBATh Ha-
JUYHe YMEHBIIEHHOTO Ynciia aMOyJIaKkpoB ¢ BOZMOXKHBIM CTPOCHHEM aMOyia-
KpaJIbHOTO KOJIbIA (3AMKHYTBIN MIIM HE3aMKHYTHIN) H C MPOIECCOM DIICBAIIH
(mepemelneHre pTa ¢ MepeHEero KOHIA Tela Ha 3aJHHI), HMEBILIEro MECTO Y
BCEX MATHUIYUYECBBIX HUTIIOKOKUX. BBI3BIBACT 0OJIBIIOE COMHEHHUE, YTO y KapIo-
30HHBIX UTJIOKOXUX THIPOIEIh MOT UMETh ()OpMY 3aMKHYTOTO KOJIbIA M YTO
POT y HUX B OHTOTEHE3€ TepeMelIalicsl C 3aJHero Ha nepegHuil koxeu. [TpoTus
3aMKHYTOCTH aMOyJaKpaJbHOTO KOJIbIAa CBHJIETELCTBYET CTAOUIBHOE YHCIIO
aMOyJIaKpoOB y KaXKJIOT0 KJIaJla Kapro30i, He MEHSIOIIEEeCs! JaKe B BUJIE PEIKHX
abeppanuii. [IpoTHB CylecTBOBAHUS Y HUX B OHTOT'CHE3€ MPOIecca 3CBAIUN
CBHJICTEIBCTBYET OTCYTCTBHE CPEAM HUX COOTBETCTBYIONUM 00pPa30M HCKPHB-
JICHHBIX a0eppaHTHBIX (GOPM, CYIIECTBYIOIUX CPEAHN SOKPUHOUICH U KPHHOM-
neit (Rozhnov, 1994, 2002). Tem He MeHee, JJIsl UCCIICAOBAHUS TPOUCXOXK ICHUS
MATHIYYEBOW CHMMETPHU TOT WJIM MHOHM B3I HA (PUIOTCHUIO 3THX UTJIOKO-
KUX HE IMEET MPUHIUITHAIILHOTO 3HAYCHU ST, TAK KaK MeoMop(hHbIC H3MEHEHHUSI

189



IIOBTOPSIIOT B OOPAaTHOM IOPsIIKE IPSMYIO HOCIEA0BATEIbHOCTh CTAHOBICHMUS
TeX WIH UHBIX CTPYKTYp. [lo3TOMy MBI NOIKHBI OOpaTUTh BHMUMAaHHE Ha TO
o01wee, 4To UMeeTcsi B MOP(OJIOTUH M CHMMETPUHN KapIO30iMHBIX U PaJuaibHO-
CUMMETPUYHBIX MIIIOKOKHX. OCHOBHOW MPOMOP(OIOrHYECcKO OOLUIHOCTBIO Y
HUX SABJISICTCS INUPOKOC U (I)YHILaMeHTaHI)HOG pa3BUTUC B UX CTPOCHUU MECTaME-
puu (CepruaabHOCTH) U ACUMMETpUH. PaccMOTpHM 3T0 mopoOHee.

METAMEPU A

MetamMepust XapakTepHa SpKO U pa3HO0Opa3HO MPOSIBISIETCS B OTICIBHBIX
OpraHax M 4acTsX Tella B3POCIBIX UTJIOKOXKHX. MeTaMepHbIM CTpOCHUEM 00-
JagaT aMOyIaKkpbl 1 HHTepaMOyIaKkpbl MOPCKUX €kKel, cTeOeNb U pyKH Mop-
CKMX JIWJINH, cTe0ens W Opaxmoibl MHOTHX OJaCTO30MHBIX WUTIIOKOXKHUX, PyKH
MOPCKHUX 3Be31 opuyp, aMOynakpel ronotypuil. Ho 175 Bcex UITIOKOXKHUX Hau-
Oonee xapakTepHa IIyOOKas MCXOAHAs TpexpasjeibHas MEeTaMepus, XOpOILIOo
BBIpa)XCHHAsl B SMOPHOHAJILHOM Pa3BUTHH MIVIOKOKMX U CTPOCHHM HMX JIHYHU-
HOK, I'JIe OHa MPEACTaBJIEHA B BUJIE TPEX Iap LEJIOMOB, IOCIEA0BATENbHO pac-
MIOJIOKEHHBIX BJIOJIb TIepe/IHee-3a/IHel ocH Tea. Takoe pacroyioskeHue 1eJI0MOB
XapaKTePHO HE TOJIBKO ISl TUYMHOK UIVIOKOXKUX, HO U JIJI1 MHOTUX OPYTUX Ou-
JaTepUii, B TOM YHCIIe U B3pocibiX. [103ToMy mocieqoBaTesIbHOE PacioiokeHue
TpeX map LEJIOMOB BJOJIb IIEPEAHE-3aJHEH OCH MHOT/Ia Ha3bIBAIOT apXUMEPHEH.

[lepenHe-3aaHsist OCh JIETKO OMpENeNsIeTcs y OunaTepanbHbIX KUBOTHBIX IO
pacroyiokKEeHNI0 pTa U aHyca. Y paAualibHO-CUMMETPUYHBIX HUIJIOKOKHX Mpa-
BUJIBHO OIIPEJIENIUTh Ty OCh CIIOKHEH M3-3a CIIMPAIbHO-3aKPydYEHHOTO MHUIIIEBa-
PUTEJIBHOTO TPaKTa. 37eCh Ha MOMOILb IPUXOANUT BBISIBIICHUE I1OCIIEA0BATEIIBHO-
ctH ’kcnpeccun Hox-renos. B mnanBuayanbHOM pa3BUTHHN TO3BOHOYHBIX, Lie(a-
JIOXOPJOBBIX M TYHHUKAT KjacTtep u3 13 Hox-reHoB skcnpeccupyercst KOJTMHEAPHO
BJI0JIb NTepeHe-3aiHel ocu. [1oj] KoMHeapHOCTHIO TOHUMAETCSl COOTBETCTBHUE I10-
CJIEIOBATEIBLHOCTH aKTUBAIIMY T€HOB MOPSIIKY PACIIOIOKEHHUS TEHOB B KJlacTepe:
yeM Onmmke K 3’ KOHITY KJlacTepa HaXOAUTCs Te€H, TEM PaHbIIe OH aKTUBUPYETCS.
Ota BpeMEeHHasl KOJMHEAPHOCTh OIPEAEISIET MIOCIEA0BATEIEHOCTh TEPPUTOPUH,
paznuuaronmxcst HabopoM padoraromux Hox-reHoB, 4To Mo3BOMISIET TOBOPUTH U
0 MPOCTPAaHCTBEHHOH KOIMHEAPHOCTH: YeM OJIHIKe K 3’ KOHILY KilacTepa HaXoIuT-
csi Hox-reH, TeM paHbllle OH aKTHBHpPYETCS U TeM Ooliee nepenHee MOJOoKeHHe
BJIOJIb TIEpeAHEe-3aHeN ocH Oy/IeT pacroiaraTbcs JOMEH ero aKCIpeccuu. Takum
0o0pa3oM, INepenHe-3aHIOI OCb MOXKHO XapaKTEPHU30BATh II0CIIEIOBATEIBHO-
CTBIO JJOMEHOB 3KcIipeccu Hox-reHoB. DTOT MOAXO. Il ONpeaesieHus IepeiHe-
3agHEel OCH MIVIOKOXKHUX M MPeNJIoKui uctonb3oBars llerepcon (Peterson et al.,
2000). Onmpasick Ha TOT QaKT, YTO Y JIMIYMHOK MOPCKOTo exa Strongylocentrotus
purpuratus cambiii noctepuopubiii Hox 11/13b, siBisitoiuiicss MapKepoM IoCTEepPH-
OPHOI1 TOMOJIOTHH BTOPHYHOPOTHIX, IKCIIPECCUPYETCA B ITAPHBIX COMATOLIEISX 3a-
gaTKa (rudiment) B3poCIIoro Tejla MOPCKOTO €Ka, OHU OIPEACTHIN HallpaBJICHUE
nepenHe-3aHel OCH Y B3pOCIIOr0 MOPCKOTO €Xa OT pTa K 3aJHUM LeJIOMaM. DTO
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Puc. 5. IlpocTpaHcTBeHHast U BpeMEHHAsl KOJIMHEapHOCTh HOX-TeHOB y UTTIOKOXHX B Tpa-
JUIIMOHHOM MOPSIAKE OT 3’ KOHIIA XPOMOCOMEI K 5’ (BepXHHI Psi) M BOSHUKINIAS B pe3ybTaTe-
TPAHCJIOKALMY U UHBEPCUH NEPEIHEH TPYMIBI 10 HAIPABJICHUIO K 5’KOHIY (HMXKHUI psin) (1o
Cameron et al., 2006; Mooi, David 2008).

COOTBETCTBYET TPAAMLIMOHHON opalibHO-a0opanbsHol ocu (Minsuk et al., 2009).
[Ipu 5TOM LENOMBI Y B3pOCIBIX UITIOKOXKHX, B OTIIMYHE OT MapHOTO PACIIONOKe-
HUSI CIIpaBa | CJIEBA Y MOIYXOP/IOBBIX, OKA3bIBAIOTCS PACIIONIOKEHHBIMH B CTOIIKY:
BIIEpEU NIPOU3BOAHBIE THIPOLEIb, 32 HUMH IIPOM3BOIHBIC JICBOI'O COMATOLIEII
U jajee IPOU3BOJHBIE ITPABOr0O coMaToLess. Takoe pacloioKeHne U OTBEYAeT
nepeaHe-3aaHel ocu B3pocibix urinokoxux (David, Mooi, 1998; Peterson et al.,
2000). Bmecte ¢ TeM, HanpaBI€HUE OCH y YaCTH B3POCIBIX UIVIOKOKHUX PE3KO OT-
JIMYaeTcsl OT HaNpaBJICHUS OCH MX OMJIaTepajibHBIX JMYMHOK: TouTH Ha 180° y
KpuHouel u Ha 90° y MOpcKux exeit u opuyp.

Hpyras BakHas OCOOCHHOCTH 3Kcipeccud HOX-TeHOB y HITIOKOKHX Ha-
OmronaeTcs y Haubosee MoJaHO U3YUYCHHBIX C 3TOW TOUKH 3PEHUSI MOPCKUX €Ker
Strongylocentrotus purpuratus, rae HadOJromaeTcss OOpaTHBIM MO CPaBHEHUIO C
JOPYTHMHU THIIAMHU OMJIATEPHH NOPSIOK aKTUBALMK U PACIIOIOKEHHSI MIEPETHUX
Hox-renoB B xpoMocome: camas iepeauss rpynmna Hox kiacrepa, cocrosimas u3
Hox1, Hox2, Hox3, mepenecena 1o K 5° KOHITY KjacTepa u nepesepayTa (Cameron
et al., 2006) (puc. 5). Cpenu Apyrux KJIaCCOB TAKOTO HAPYIIICHHS ITOPSIIKA B KJIa-
crepe Hox-renoB He 3adukcupoBaHo. Tem He meHee, Myu (Mooi, David, 2008)
roJiaraet, YTo TaKoe HapylLIeHUe paciojokeHusi Hox-reHoB B knactepe Oyaer B
JaJIbHeHeM 0OHapy KeHO Y TIPEeICTaBUTENICH BCEX KIaCCOB UTTIOKOXKHUX, TaK KaKk
M0 MX MHEHHIO 3TOT TU30pJIeP, KaK OHU HA3BIBAIOT 3TO HAPYIIIEHHE, MOT' BO3HHUK-
HYTh HE CIIy4yailHO, a ObITh CHEIHAIBHBIM CIIOCOOOM MTOCTPOCHHS COBEPIIICHHO
WHOM TI0 CPABHEHHUIO C JIMYMHKOW CHMMETPHEN B3POCIIOrO OpraHu3Ma.

[lo HamemMy MHEHHWIO, MHBEPCHSI B PAcIOIOKEHUHU Tpex mnepeaHux Hox-
TeHOB M UX TPAHCIOKALUs K 5° KOHIy KJacTepa He 0043aTeIbHO TOJKHBI ObITH
0OHapy KEeHBI BO BCEX KJIaccaxX COBPEMEHHBIX UTJIOKOKHUX, TAK KaK 3TOT JAU30D-
Jiep SBISICTCS HE TMPUYMHON M3MEHEHHsI CHMMETPUN UTJIOKOXKUX B (puioreHe-
3e, a cieAcTBreM dToro mporecca (Poxuos, 2012). [leficTBUTENBHO, IS BCEX
paananbHO-CUMMETPUYHBIX UITIOKOKHUX (DPU3HMOJIOTMYECKH HEOOXOAMMO Iepe-
MEILECHHE PTa C NEPEIHEro Ha 3aJHMH KOHEI Tesla MOC]e WX MPUKPEIICHUS
MpeopasbHOH JIONACThIO MPH MPH MEPEX0oe UX K CHAsiYeMY o0pa3y >KU3HH B
¢unorenese. B oHTOreHe3e COBPEMEHHBIX MOPCKUX JIMIJIMHA MEpeMEIeHHE pTa
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MEPBUUHEE LWYTANELA

MR A COMAT OGN

MMEHOUHEN CTebens

HATNA RREHE W ALRA

Puc. 6. [Ipomecc aneBanuu y MOPCKUX TWIHH W abeppaHTHBIE (GOPMBI KPUHOUICH U 20-
KpUHOHJIEH: (a-0) — cXema mporecca dJieBallMy Yy KPHHOMICH U TMO3/AHssI cTaaus (6) abeppaHT-
HOTO pa3BUTHS MOpCKOW muu Antedon (after Barrois, 1888), ¢ — uupTOKpHHNHASI KDHHOUAES
Gymnocrinus recheri (COBpeMeHHas), 0 — nucnapuaHas kpuHounes Halisiocrinus (opmoBUK)
U d0kpuHouest Rhipidocystis (OpIOBHK).

Ha 3aJHUH KOHEL[ JOCTUTaeTCsl B pe3yJbraTe MpoLecca AJIEBALUH, MPOXOJs-
LIEr0 MOCTENEHHO M MPUBOISAIIETO K «BBIIPAMIIEHUIO» MEpPEAHEe-3aHEH OCH
Tella ¥ TIePEOPUCHTAIINH HAIPaBJICHUS Oyaymiero pra (puc. 6). DToT mporecc
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Y MOPCKHX JIFJIMH MPOXOAUT Ha TOBOJBHO MO3MIHUX CTAaauAX MeTamopdo3a u
peryiaupyeTcs, O4eBHIHO, HE HenocpencTBeHHo Hox-renamu, a 6oree mo3IHA-
MU CTAJUAMU UEPapXUUYCCKU pa3BOpaunBaloLIerocs kackaaa rennou cetu. [lo-
ATOMY Y MOPCKUX JIMJIUW BO3MOXKHBI a0eppaluy ¢ HE3aKOHYCHHBIM ITPOIIECCOM
AJIEBAIlUH, BEIPAXKAIOIINECS B UCKPUBJICHUH Tea >KUBOTHOT0. Ha 0CHOBE Takmx
abepparuii MOI'yT BO3HUKATh TaKCOHBI JIOBOJIBHO BBICOKOTO CHCTEMAaTHYECKO-
0 YPOBHS, HAIPUMED, MAJICO30MUCKHUE KAJIBIICOKPUHAIIEH U ME30KaHHO30MCKHE
JOXKKOBUAHBIE UPTOKpUHUEI (Rozhnov, 1994, 2002). Henpsamoii oHTOreHe3
MOPCKHUX €XeW B 3TOM YaCTU 3HAYUTEIbHO U3MEHEH 10 CPABHEHUIO C MOPCKUMU
TUIUsAME. B3pocibiit opranu3m pa3BUBAETCS U3 PYAUMEHTA, (POPMUPYIOLIETOCT
Ha JIEBOI CTOpPOHE IMYMHKHU. DTO O3HAYAET, YTO HAadaJbHAs U KOHEUHAs CTaJANH
rporecca 3eBaluy CONMKEHBI W BKJIIOYEHBI B OA3WMCHBIN IJIAaH CTPOCHUS 3a-
YaTKa, PeTryJIHpPyeMOro yKe HeroCpeACTBeHHO nepenHnmu Hox-renamu. JTo,
BHJIUMO, CTAJIO BO3MOKHBIM TOJIBKO OJaroiapsi COOTBETCTBYIOIIEMY COTIIACOBA-
HUO MOP(OJIOTHIECKON HHBEPCHH OpaTbHON YacTH Pa3BUBAOIIET OCS MOPCKOTO
eXa ¢ I3MEHEHNEM MPOCTPAHCTBEHHOM U BPEMEHHOMN KOJTUHEAPHOCTH NIEPETHIX
Hox-renos, o0ecriedeHHON TpaHCIOKAIIUEeH U MHBEPCUEH MOPSIIKA X PACIIONO-
JkeHus B kjactepe Hox-reHos.

TaxuMm 0Opa3om, pe3koe pa3nudne B OuIaTepalbHOW CHMMETPUU JTUIUHKH
U NIEHTapaguaJbHON CUMMETPHUU B3POCIOr0 OPraHu3Ma He SIBISIETCSI OCHOBaHU-
€M JUIS PEKOHCTPYKIMU PE3KOT0 IMepexoia OT OuiIarepajbHOr0 MEeTaMepHOro
npeaKa K MATHIYYeBOMY MMOTOMKY B (pUJIOTeHe3e UTIOKOXKUX. Mexay Oumare-
paJIbHOM METaMEpPHOM MCXOJHOM CHUMMETPUEN U NEHTaMEpueil, CMEHHUBILIUMU
JpYT Apyra B HCTOPUYECKOM Pa3BUTHUM UIJIOKOXKHUX, JOJKHA CYIIECTBOBATh HE-
Kasi CBs3b M HEKOTOpPBIE TOCTENIEHHBIC Mepexonl. Takas MopdoreHeTHIecKas
CB$I3b BBISBIISICTCS B HAPYIICHHH OMJIaTEPaTbHOCTH M PA3BUTHH aCHMMETPHH.

ACUMMETPUA

Borarast cuMMeTpus y HTIIOKOKHX COYETAETCS C IITyOOKOH acuMMeTpueil. Y
B3POCIIBIX OPIaHU3MOB ACUMMETPHU S BBIPAXKEHA, IIPEXKAE BCETO, B 3aKPyYMBaAaHUH
MUIIEBAPUTEIBHOM CUCTEMBI IO YacoBOM cTpeinike. CnupaibHOi 3aKpyYeHHOCTH
KHILEYHHUKA €CTh HEKOTOPOE COOTBETCTBUE B PACIIONIOKECHUN TAOIUYEK TEKU Y
HEKOTOPBIX S0KPUHOHU/IEH, OTpakarollee CIUPAIBHYIO IMOCIEA0BATEIBHOCTh UX
BO3HUKHOBEHHUS. Y (HOPMHUPYIOMIMXCS TUUMHOK aCUMMETpPHs SIPKO BhIpakeHa
B HEOJMHAKOBOM Pa3BUTHUM IIPABBIX U JIEBBIX LIEJIOMOB. ACUMMETPUH LIEJIOMOB
Pa3BUBAIOLINXCS IUIMHOK €CTh HEKOTOPOE COOTBETCTBUE B MOP(OIOTHU APEB-
HUX KapIO30MHBIX UTTIOKOKHUX.

Jiist GONBIIMHCTBA KapO30HHBIX HUITIOKOKHUX XapaKTEpPHO HMEHHO Ouiare-
panpHO-acuMMeTpuuHOe Teno. CyIecTBYIOT pa3Hble B3IVISbl Ha MPOHCXOXK-
JieHHe W (DUIIOTeHeTHYECKUEe B3aMMOOTHOIICHUST Kapro3o0a. Sl mpuaepKuBaroch
MHEHHMSI, YTO OHH OTPAKAIOT OCOOCHHOCTH CTaHOBJIEHHUS pPaJUabHO-CHMMeE-
TPUUYHBIX MIVIOKOXKMX, XOTSI U HE SABISIOTCA MX NpsAMBIMH npeakamu. Cyime-
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CTBYET U IIPOTUBOMNON0KHAS TOUYKA 3PEHHUS, COMIACHO KOTOPOU OHH IMTPONU30ILIH
B pesynbTaTe negoMopdo3a MATHIYYEBBIX UTIOKOKHX (Sumrall, Wray, 2007).
Oroii runorese npoTuBopeyatr MHorue Qgaxtsl. Ho He Oyay 3aech ¢ Helt copuTh
[0 CYIIECTBY, TaK KakK sl pa3pabaThiBA€MOW TEMBI 3TO HE HMEET OOJIBIIOro
3HAYEHUS: TIeJOMOP(HBIC H3MEHEHHSI OTPAXKAIOT, TOJIILKO B 00OpaTHOM TOPsIIKE,
CTaHOBJIEHUE MOP(OJIOTHH U3yUaeMbIX OPraHH3MOB.

AcuMMeTpHsl, IPUCYLIAsl UTTIOKOKUM, SIBJIsIeTCA UX (PyHIAMEHTAJIBHON Xa-
paktepucTukoil. OHa He MEHee XapaKTepHa Ul UIVIOKOKHUX, YEM MSATUITydeBast
cummMmeTpus. [losBieHne acHMMETPUYHOTO CTPOEHUS UTTIOKOXKUX U3-3a PEAYK-
LUK MPaBBIX MEPEAHET0 U CPETHEro LeJoMa U CBA3aHHBIX ¢ HUMHU CTPYKTYD
0OBIYHO CBSA3BIBAIOT C TEM, YTO MX OTAAJICHHBII OHIaTepaibHO-CUMMETPUYHBIH
MIPEIOK JIeT Ha JHO OOKOBOM cTOpoHOM. [Ipm 3TOM YacTh mcciemoBaTese, Ha-
npumep, Jhxepbpu (Jefferies, 1986), canraet, 9TO MPEIKH UTIOKOKHUX JICTIU
Ha JTHO IPaBOW CTOPOHOH, a npyrue, Hanpumep, Xomrann (Holland, 1988), Ha-
000poT, 1eBoii. B pe3ynbrate uiaoreHeTHUECKON cTa gy )KU3HU HA OOKY peary-
LUPOBAINCH NEPEAHUN U CPEINHUN IIpaBble LIEJIOMBI, a 3aJHUI IIPaBbIil LIEJIOM
nepeMecTuiICS Ha JIEBYIO CTOPOHY. B pesynbraTe Takoro jgexkaHusi Ha OOKY, IO
MHEHHIO 3THX aBTOPOB, C(HOPMHUPOBAIOCH XaPAKTEPHOE PACHOIOKEHHUE LIENIO0-
MOB ApYT 3a Apyrom, cronkod. Ha cinenyromieil cranuu pa3BUTHS UTTIOKOXKUE,
[0 UX MHEHHIO, BEpPHYJNCh K CBOEMY MEPBOHAYAIBHOMY MOJOKEHHIO HCXO[-
HOU OPIOLIHON CTOPOHOW K TPYHTY U MPUKPENHINCH MIPEOPaTbHON JIONACThIO.
IIpukpemienre NTpuBEIO K Pa3BUTHIO PAJIHAIBHON CUMMETPUHU, XapaKTEPHON
JUIS. MHOTHX NPUKPEIJICHHBIX (DUIBTPATOPOB. 3aKpenuiaach NperMyIIeCTBEH-
HO ISTUIIy4YeBas CHMMETpPHUsI, OKa3aBIIasiCsA, KAK MHOTHE I10JIararT, Hauboiee
ananTuBHON. TakoBbI camMble O0IINE KIIACCHYECKUE MPEACTABICHUS 0 (POPMUPO-
BaHUU MATUIYYEBOH CHMMETPUHU UTTIOKOXKUX, KOTOPBIE (PaKTUYECKH JINLIB (Hop-
MaJIbHO, CJIMILIKOM MEXaHHUCTHUYECKH TPAKTYIOT MOSIBICHHE aCUMMETPHH HE OT-
BEYAIOT Ha BOIIPOC O MEXaHN3MeE TOSABJICHUS UMEHHO MATUIYYEBON CHUMMETPHH.
[MosToMy TonoiiziemM k mipodieme GOpMUPOBAHUS ACHMMETPHH U TS THITY YeBOM
CHUMMETPHUU C UHON CTOPOHBI.

Jpyrux naHHBIX, KpOME AaCHMMETPHUYHOIO pPa3BHTHs IIEJIOMOB, CBHUJE-
TENbCTBYIOIIMX O CYLIECTBOBAHMM CTaJAMM XKU3HH WITIOKOKUX Ha OOKY, HET.
[TosTOMy MOXHO MPEANOIOKHUTh, YTO MPEAKH HUTIIOKOKUX HUKOTZA HE OBLIH
MO-HACTOSIIEMY OMIaTepaibHBIMU KUBOTHBIMH U aCHMMETPHUYHOE Pa3BUTHE
MIPaBOM M JIEBOW CTOPOHBI Tela ObLIO UM MPHUCYIIIE C MOMEHTa (POPMHUPOBAHUS
OmnareparbHOCTH. IMEHHO pa3BUTHE 3TOW NMEPBUIHON aCHMMETPHH ITPUBEIIO,
[0 HAIlleMy MHEHHIO, KaK K TOSBJICHUIO OnjaTepalbHO-aCUMMETPUYHBIX Kap-
[TO30MHBIX UTJIOKOXKHX, TaK U, 4Yepe3 JOBEACHHE aCHMMETPUYHOIO PA3BUTHUSI J10
CBOET0 JIOTHUECKOT0 KOHIIA — 3aKPYUNBAHUS U 3aMBbIKaHU METAMEPHUH B IINKJIIO-
MepHIo, K (OpMUPOBAHUIO paaHalIbHO-CHMMETPUYHBIX UTTIOKOKHUX.

AcuMmMeTpHs Morfia ObITh IIPUCYIIA UX MPeJIKaM ¢ caMoro Hadajia Ipoliecca
(dhopmupoBaHus MOPPOIOrHYECKON 1 MOP(HOreHeTHUESCKOM OpraHu3aliuy ouiaTe-
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puii. 3T0 MO>KHO 00OCHOBATH CIICAYTO-
M o0pasom (puc. 7). s mosiBiieHus
OunareparbHOCTH HEOOXOAMMO 000C0O-
OJICHHE TIEPEJHEro KOHIIA, OIPE/eiis-
IOIIETO TIepeAHE-3aIHIOI0 OCh, U HWH-
JUBUyalu3alus HUXKHEH U BepXHeu
CTOPOHBI, ONPENENSIOMNX I0P30-BeH-
TpanbHyI0 och. [losiBNeHne aTuX ocet
MapKHpPyeT CaruTTabHYFO TIOCKOCTD,
MO3BOJISIONIYIO Pa3auyarh MPaBylO U v
JICBYIO CTOpOHBI Tesia. Ho Mopdorene-
THHeCKH BBIDAKEHHAS MIPABast U JeBast Puc. 7. Cxema BOSHUKHOBEHHS aCHM-
METPpUMU Ha paHHUX CTaAuAX Ppa3BUTUSA
CTOpPOHA IOABJIACTCA TOIA, KOraa HUx OusaTepuil B pe3yJbrare CIIOHTAHHBIX Ha-
(hopMupOBaHHE CTAHOBUTCS B TOW UITH PYLICHUI.
WHOW CTeNeHH 000COOICHHBIM JPYT OT
JIpyra, TO €CTh KOrja MOpQoreHe3 mpaBoil U JICBOH CTOPOH CTAHOBUTCS pasJie-
JICHHBIM, MOIYJBHBIM. DTO aHAJIOTUYHO Pa3BUTHUIO MeTaMepoB. Hacrosimas me-
TaMepus MOABIIAETCS TOTA, KOT/Ia UX Pa3BUTHE CTAHOBUTCS B KAKOW-TO CTETIEHU
CaMOCTOSITENbHBIM, TO €CTh MOIYJIBbHBIM. Tak U pa3BUTHE MPaBOU U JIEBOU CTO-
POHBI TOXeE JIOJDKHO CTaTh B TOW WIIM MHOW CTEIIEHU MOIYJBHBIM Y HACTOSIIIAX
OusarepasibHBIX KUBOTHBIX. J[1s1 (popMHpPOBaHUSI CTPOro OMIaTEepabHO-CHMME-
TPUYHBIX KUBOTHBIX MEKJIY PA3BUTHUEM IMPABBIX U JICBBIX MOIYJICH JIOJIXKHA MOSI-
BHUTHCS CUCTEMA, CTPOTO PETYIUPYIONMIAsi OMHAKOBOE M COTJIACOBAHHOEC PAa3BUTHE
MpaBo M JIEBOM CTOpOHBI Tena. Ecinu Takasi cucteMa corjiacOBaHHOTO Pa3BUTHUSA
HEIOCTaTOYHO CTPOTasi, TO CIIOHTAHHO ()OPMHUPYIOTCS aCHMMETPHYHEIE (hOPMBI.
[NosiBnenue OunarepaibHO-CHMMETPUYHOTO Teja ObLII0 HEOOXOIMMO JIJIst TPSIMO-
JIMHEWHOTO JIBUKCHUS )KUBOTHBIX U JIJIS JIGTKOCTH YIPABICHUS [ICICHATIPABIICH-
HBIM JIBIDKEHUEM. bunaTepanbHO-aCHMMETPUYHOE TEJIO UMEET APYTHE MPEHMYy-
IIECTBA MPH CITA0BIX BOSMOYKHOCTSIX YIIPABIICHUS IBIYKCHUEM: OHH B 9TOM CITy4ae
JBIKYTCS TI0 CIIMpaITd, 0e3 prcKa CITy4aitHO MOKHHYTh YYaCTOK C XOPOIITUMH TSI
HUX ycioBusiMu. [1oaTOMYy TIpy BOBHMKHOBEHWH OWMIIATEPHII MOTIIH OJTHOBPEMEH-
HO TIOSIBUTHCSI OMIIaTePaIbHO-CHMMETPUYHBIC U OUJIaTepaIbHO-aCHMMETPHYHBIC
¢dopmel. [Ipyr pyHKIHOHAIEHOM HUCTIOIB30BAHMH ACUMMETPUH (DOPMHUPYIOTCS I'e-
HETUYECKUE MEXaHU3MBI, PETyJIHUPYIOIIHNE CTEIIeHb U XapaKTep aCUMMETPUN. DTH
PETYIATOPHEBIC CHCTEMBI, KaK M caMa aCHMMETPHsI, MOTJIN Pa3BUBATHCS U IOCTH-
raTh ONTHMAJBLHON CTETIEHHU MPOSBICHUS WU aBTOHOMHOCTH, (DOPMUPYS MOIYIIb-
HYIO OPTaHU3aIUIO0 TPABBIX U JIEBBIX CTPYKTYD.

MoyiibHasi OpraHu3amus MPaBbiX U JIEBBIX MOP(OIOTUUYECKH CTPYKTYP
JaeT BO3MOXKHOCTh aCHMMETPHUHU Pa3BUBATHCS 0 CBOETO BO3ZMOXKHOIO Tpefe-
na. [IpenenomM acHMMETPUYIHOTO Pa3BUTHUS MTOJTHOE UCYC3HOBCHUE CTPYKTYPHI
C ONHOW CTOPOHBI IyTEM €€ PeAyKIIUU HJIM MEepeMeIlleHns] Ha IPyTyIo CTO-
POHY, ¥ pa3pacTaH¥e aHAJIOTHYHON CTPYKTYPHI HA JAPYTOil CTOPOHE, JIOTHYe-
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CKHM 3aBepIlieHueM MOPQOIOrUYecKUX MpeoOpa30oBaHUi KOTOPOU sIBIISETCS
pas3pacTaHue BOKPYT HEKOTOPOU OCH BILIOTH JIO 3aMBIKAHUS U PEBPAILCHUS B
3aMKHYTOE KOJIBIO WUJIH HIap.

Bce urnokoxxue B HopMe JI€BOCTOPOHHHE )KMBOTHBIE, TaK KaK IPaBbIe [eJI0-
MBI PEAYLIHUPYIOTCS MIIM TIEpEMEIIAloTCs B JIEBYI0 CTOpOHY. KOHKpeTHBIE mpu-
YUHBI PUKCAITUTY UMEHHO TAKOM JIEBOWH aCHMMETPHUH Y HTJIOKOXKHX TPEOYIOT crie-
[MAJTBHOTO M3yueHHs. B OONBIIMHCTBE M3YUYCHHBIX ClydaeB (HUKCUPOBAHHOI
ACUMMETPHH Y APYTUX TPYIIN KUBOTHBIX U PACTEHUIN OKa3bIBACTCS, YTO TAKOH
(uKcanu aCHMMETPHUH MPEILIECTBYET Clly4aiiHo (random) OpUeHTHPOBAHHBIH
acumMmeTpuuHblil penotun (Levin, Palmer, 2007). BeposartHo, Takas ¢ukcanus
JICBOCTOPOHHOCTH Y MTJIOKOKHMX MPOU30IILIA ellle Y MX OECCKENIeTHBIX TPEIKOB.
OO0 TOM CBUJETENBCTBYET PEIAKOCTh CIYUYaeB Sifus invertus y B3pOCIbIX UIJIO-
koxux (Ubaghs, 1967; Smith, Arbizu, 1987), XoTs pa3audHbIe cIydan dKCIIEPH-
MEHTAJIBHOTO MOJYYCHHU S UX Y IMYUHOK COBPEMEHHBIX UTTIOKOKUX TOCTATOUHO
oOwranbl (MBanoBa-Kasac, 1978).

Takwue o01IKe paccy AeHU s IO3BOJISIIOT MPENTIOI0KHUTh, YTO ITOIKOBOOOpa3-
HOE pa3pacTaHie BOKPYT IMHILIEBO/A 3a4aTKa JICBOTO THPOIIEIIs U JalibHenIee
ero 3aMbIKaHUE B aMOyJaKpaJbHOE KOJIBIIO SIBJISICTCS MTOrOM HapacTarollero
Pa3BUTHS ACUMMETPHUHU, KOTOPOE HAYAJIOCh C OMIaTepaabHO-aCHMMETPHYHBIX
MIPEIKOB UTJIOKOXKHUX. DTOT MPOIECC aCUMMETPH3AIUU TIOCIE TPUKPETUIICHUS
UTJIOKOKUX K TPYHTY MPEOpaibHON JIONACTHIO CTal COMPOBOXKAATHCS MepeMe-
IICHUEM PTa C MEePEHEr0 HA 3aTHUN KOHEI] Tena (d7eBanus). ITO 3aKOHOMEPHO
MPUBEJIO B KOHEYHOM HMTOTe K THIIMYHOMY CTPOCHHIO NEHTAMEPHBIX HIJIOKO-
KUX. ApXarmueckoe pazHooOpa3ue HEMPUKPETUICHHBIX HCXOIHBIX UTJIOKOKHUX C
OunarepansbHO-aCHMMETPUIHBIM Pa3BUTHEM ObLTa HCTOYHUKOM Pa3HOOOpasus
KU3HEHHBIX (POPM KapIO30MHBIX UTTIOKOKHUX.

PEKOHCTPYKIMA CTPOEHUA ' IPOLIEJIA
Y UCKOITAEMBIX UT'JIOKOXXNX

VY BceX COBPEMEHHBIX B3POCIBIX UTTIOKOKUX THIPOLIENIb 3aMKHYT B amOyJ1a-
KpaJbHOE KOJNBIO ¢ OTXOASIIUMHU OT HETO paralibHbIMU KOJBICBHIMU KaHaJIa-
MH. AMOYIIaKpaJIbHBIN KOJBIICBOW KaHAT B OHTOI'€HE3€ PAa3BUBACTCS M3 MEIITKO-
BHUJIHOTO 3a4arka. [[03TOMY MOXHO MPEATION0KUTh, UTO U B (PUIIOTeHE3e TaKOe
amMOyJaKpabHOE KOJBIIO PAa3BUBAJIOCH U3 MEITKOBUTHOT'O HCXOJTHOTO THJIPOIIC-
nst. PeKOHCTpYKIHS (OPMBI U TIOJIOKEHHSI THIIPOIIEIISE y JIPEBHUX HUTIIOKOKUX
MpearnonaraeT, 4To (GopMUPOBAaHUE 3aMKHYTOTO aMOyJIaKpajlbHOTO KOJIbIA B
(unoreHese JOHKHO OBLIO MPOUTH PAJT CTATUI OT MPOCTOrO aMOyIaKPaTbHOTO
MEIIIKa ¢ OJHON PYKOW uepe3 MOIKOBOOOPa3HBIM, pa3pOCIIHICS BOKPYT IMHUIIE-
BOJIa, HE3aMKHYThIH KaHaJI K TOJHOCTHIO 3aMKHYTOMY aMOyJIaKpajJbHOMY KOJIb-
oy C IATBIO paavaJIbHBIMU KaHaJIaMH. DTarsl ero pa3BuUTUA, Ha MOH B3TJIAMO,
OTpakeHBI B MOP(OJIOTHH paHHETAJIC030MCKUX UTIOKOXUX (puc. 8). Mckomae-
MOW TPYIION, MAPKUPYIOIICH CYIECTBOBAHUE Y UTIIOKOKUX UCXOTHOTO MEIII-
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Puc. 8. Cxema cTpoeHUs Teja OUarepaibHO-aCHMMETPHYHBIX, TIEPBUYHO TPEXJTYYEBBIX U
MATHIYYECBBIX UTJOKOKHUX: @ — contoTa Maennilia; 6 — muakTa Trochocystites, ¢ — renukoria-
kouziest Helicoplacus u sapuoacrepousies Isorophus. YepHbIM MOKa3aHO Hauboliee BEPOATHOE
CTpocHKEe aMOyJIaKpalbHOW CHCTEMBI. TOYKAMHU MOKPHITO BO3MOXKHOE MOJIOKCHUE IMHUILCBAPH-
TEJIBHOIO TPAKTa.

KOBHUTHOT'O THJIPOLIETISI C OTXOAIIECH OT HEro eMHCTBEHHBIM aMOyJIaKpaJIbHbIM
KaHaJIoOM, Ha MOU B3I, SIBISIOTCS COJIOTHL. DTO MPEACTABICHNE HE MOXKET
N3MEHUTh HAXOAKa IPEBHEHMILEro IPEeICTaBUTENS COMIIOT C MaJIEHbKUM IIPUKpe-
MUATETFHBIM 00pa3oBaHueM Ha KoHIle crenbl (Daley, 1996), 3acraBuBmias MHO-
TUX COIJIACUTBCS C MHEHHMEM, YTO 3TO OAHOPYKOE MEIbMaTO30MHOE UTJIOKOXKEE,
JlaBIIee HaYaJlo S0KPUHOUIESIM UIIH, HA00OPOT, BOSHUKIIIEE OT HUX NeaoMopdo-
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3oM (Parsley, 1997; Sumrall, Wray, 2007). Ilo MoeMy MHEHUIO, IPUKPETTUTEITb-
HOE 00pa30BaHUE ITUX UITIOKOKUX FOMOJIOTUYHO, CKOpee 3aJIHEH 4acTH XBOCTa
IOy XOPJOBBIX, KOTOPOH HEKOTOPBIEC U3 HUX MOT'YT BPEMEHHO NMPUKPEILIATHCS.
U coBceM HErOMOJIOTHYHO MPUKPENUTENBHON TOA0IIBE TMYMHOK COBPEMEHHBIX
MOPCKHUX JIMJIMH, TaK KaK B IPOTUBHOM CITy4yae Mbl JOJKHBI ObLITH OBl OOHApY-
XKUTH XOTSI Obl Y a0eppaHTHBIX MU IOBEHUIIBHBIX K3EMIUISIPOB COJIIOT CIIEJIbI
3JIeBallMU — [IEPEMELIECHNUS 3a4aTKa POTOBOTO OTBEPCTHS C IEPEAHEr0 KOHIIA JIU-
YUHK{ Ha 3aJHUI KOHEL.

Kpome Toro, 3aMkHyTOE aMOysakpajbHOE KOJBLO 3/1€Ch Majo BEPOSTHO,
TaK KaK B MPOTHBHOM CJy4ae Mbl HAXOIUIIU ObI CPEAH CONIIOT POPMBI C HECKOIIb-
KHUMH pyKaMH. JTO, KCTaTH, OJHO U3 BO3PAKEHUHM KaK MHEHHUIO O MPOUCXOXKIe-
HUU COJIIOT TeAOMOP(O30M OT IMSTHIIYYEBBIX MITIOKOXKHX, TAK U MHEHHIO, YTO
COJIIOTHI SIBJISIIOTCSI IPUMUTHBHBIMU 30KpruHOUesIMH. K TakoMy sxe BBIBOZY O
[IEPBUYHOM OTCYTCTBHUH y COJIOT IEHTAMEPUHU IPUBOJUT UX CPABHEHHE C OAHO-
pykumu kpruHouessMu. KakoBa Obl He Obllla CTENEHb PEAYKLUU PYK Y MOPCKHX
JIWJINH, KOJIBLIEBOE CTPOCHHE KaHaja y HUX HE MEHSUIOCh, HE PEeyLMPOBAJIOCH
JI0 MelIKa B OHOM pajanyce. O0 3TOM CBHUJIETENLCTBYET COXPAHSIIONIASCS Palin-
ajpHas apaH)KMpPOBKA CKeJIeTa YalledKW M MPHCYTCTBHE €IUHCTBEHHOW PYKH
COBCEM HE B TOM pajuyce, OTKYyJla HAUMHAETCS POCT TUPOLETIs.

VY uuHKT nBa amMOynakpa, IpUueM IpaBblii 3aMETHO KOPOUE JIEBOI0. 3/1€Ch Mbl
MpeAroaaraeM, 4To aMOyIaKpaIbHbIM MEIIOK Pa3pOCCs U CTaJ BBITSIHY ThIM, OXBa-
ThIBasi CHU3Y, BEHTPAJIbLHO, POTOBOE OTBepcTHe (prc. 86). Y HUX ke HAOI01aeTCst
UCKPUBIICHHE THUIIEBAPUTEIIHOTO TPAKTa, YTO CIEAYET U3 MEPEAHEro pacroio-
JKEHUS aHyca CJIEBa O0TO pTa. DTO CBUAETEILCTBYET O CKOPPEIUPOBAHHOCTH pa3-
pacTaHus FUAPOLETs], yBEIMUSHUS Yncia aMOyIakpoB M YCUJIEHUSI aCHMMETPHH.

CornacoBaHHOCTb 3TUX MPOLECCOB MOATBEPKAACTCS M MOPHOJIOTHel Tpex-
JaydeBoro, corigacHo unrepnperanuu epctiepa (Derstler, 1985), renukomna-
kounei (puc. 86). [IpoucxoxaeHue UX OT MATHUIYUEBBIX PHUOACTEPOUICH pe-
nykuuen aByx amoynakpos (Sprinkle, Wilbur, 2005) kakeTcsi MaJIOBEPOSITHBIM.
OTH paHHEKeMOpPUICKHE UIJIOKOXKHE OFHM U3 CaMbIX IPEBHUX WU U SIBISIOTCS,
BUAMMO, UTJIOKOKUMHU C NMEPBUYHOM TpexiydeBoi cumMmerpuei. [Ipu tpex am-
Oynakpax, aMOyJaKpaJIbHbI MEIIOK ¢ HEOOXOAMMOCTBIO JOJKEH MPHOOpecTH
MOAKOBOOOpa3HyIo (opMy, IpUUYEeM C BechbMa CONMKEHHBIMH KOHIIAMHU a, BO3-
MOYKHO, ¥ 3aMKHYTBCS B KOJIbILIO. TaAKUM MPEIIOI0KEHUEM MOKHO OOBSICHUTD
pa3HbIN XapakTep pOPMHUPOBAHUS MEPBBIX TPEX aMOYIaKpoB (MOCIEeT0BATENb-
HO€ YBEJIMYEHHUE) U BYX OCTAaBIUMXCS (Pa3BETBIICHHE IEPBBIX IMOSBHUBIINXCS
aMOYyJTaKpOB) B UCXOTHOW MOJIETH TIEHTAMEPHOW CHMMETPUHU UTIIOKOKHUX (2-1-2).

[Ipu nsatn amOynakpanbHBIX KaHajaxX THAPOLENb MpeodpasyeTcs B 3aM-
KHYTBIH KOJbLIEBOW amMOyJakpaJibHbIM KaHajl, KaKk 3TO BHJIHO y BCEX COBpe-
MEHHBIX UTJIOKOXKHX. [IpudemM, eciu KOJIMYeCTBO Jydel yBEITHMYMBACTCS WIIU
yMEHBIIIAeTCs, 3aMKHYTOCTh KOJBIIEBOTO KaHajla He MeHseTcs. TeM He MeHee,
BIIOJIHE BO3MOXHO, YTO 3aMbIKaHUE KOJIBLIEBOIO KaHaJla IPOU30LLIO JIUIIb [IPH
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BO3HMKHOBEHUU 3pEJION NMEHTAMEpPUH, C MAThI0 aMOyIaKpaJbHbIMUA KaHAJaMH
OTXOSIIIMMHU HEMOCPEICTBEHHO OT Kouybla. [Ipu ucxonnoil nenramepuu 2-1-2
KOJIBLICBOM KaHaJl MOT OBbITh HE MOJIHOCTBIO 3aMKHYTBIM, a ObLJI JIMIIb C TECHO
COMM>KEHHBIMU KOHLIAMH.

Hampumep, He HCKITIOYEHO, YTO HE3aAMKHY ThIHM KOJIBIIEBOI KaHaj ObLT Y HEKO-
TOPBIX dproacTepouniell (puc. 82). B monb3y 3TOro npeanonoxXeHus CBUIeTeNb-
CTBYIOT HEKOTOPBIE OCOOCHHOCTH UX CTPOCHMUSI, HAIPUMED, HEPEAKO U30THY ThIH
[IEPUCTOM C BBIPE30M B CTOPOHY uMHTeppanuyca CD, cMmeleHHOe OT LEeHTpa K
paanycy D nonoxkenue rufpomnopsl, CAMMETPHUYHAS U30THYTOCTh aMOyJIaKpoB
y HEKOTOPBbIX GopM. Bo3MOkHO, 4TO yacTh OJIaCTO30HHBIX UTIIOKOKHUX (IOKPHU-
HoUJIeH, poMOHQEepsl, MAPAKPUHOUJICH U JPYTHUE) TAK)KE UMEJIH HE3aMKHYThIH
KOJIBLIEBOM KaHal. MOXeT ObITb, UMEHHO 3TO OOCTOSITEILCTBO OIPEAETHIIO BO3-
MOXHOCTb CYILECTBOBaHMS Cpein HUX (JOPM C CHIIBHO YIUIOLICHHON TEKOH MpH
LIMPOKOM AMAaIa30He OCOOCHHOCTEH PacloIoKEeHUsT aMOyIaKpOB.

3AKJIIOYEHUE

Bo3HUKHOBEHHME IEPBUYHON TpeXpa3/eiIbHOM METAMEPHM, XapaKTEPHOU
IUIsL INIMHOK UITIOKOXKUX, ObUIO (DYyHKIIMOHAJIBHO IPEIONPEAETICHO Y MEPBBIX
Ounarepuil — rososa, TYJIOBUIIE M XBOCTOBAas 4acTh Bcerga (yHKIIMOHAJIBHO
pasnuyarorcs. MIX ¢popMupoBaHue peryinupyeTcs mociaeoBaTeNIbHON 3KCIpec-
CHEH KOJIMHEApHO PACIIONOKEHHBIX B XPOMOCOME DPETyJSITOPHBIX T'€HOB. JTa
NepBUYHAs TpexpasjeiabHas MeTaMepus U CUCTEMa I'€HOB, PEryJIUpYIOLIUX ee
(dbopmMHpoBaHKe, HE MOTJIA HE OKa3aTh BIUSHUS Ha TIOSBJICHHUE B 3aMKHYBIIEMCSI
JIEBOM CPEJIHEM LIEJIOME CHayaJla TPEXJIYUEBOH, a MOTOM U INATHUIYYEBOU LIUKIIO-
Mmepuu. IIpeoOpazoBaHus OuiarepajbHO-aCUMMETPUYHBIX TPEXCETMEHTHBIX
(opM B IEHTAaMEPHBIX MTIOKOKHUX MOTPEOOBAIO OYEHb OONBIINX U3MEHEHUH B
ux Moposoruu 1 obpase ku3Hu. OCHOBHBIM BEKTOPOM 3TOTO Ipolecca OblIo
HaIlpaBJeHHOE YCUJIEHUE aCHMMETPHUH, IOBEJIEHHOE B THIPOLIENE 0 CBOETO JIO-
TUYECKOTr0 KOHIIA — pa3pacTaHus 10 YaCOBOM CTpeNIKe BOKPYT MHILEBOJA U 3a-
MBIKaHHS B TPEXCEIMEHTHOE aMOyJIaKpajJbHOE KOIBIIO C OTXOMSIIUMH OT HETO
TpeMs paZuajbHBIMU IMOJBIMH aMOyJaKkpalbHbIMH LIyNajblaMu. BeTBieHue
IBYX M3 HUX BCKOpE IOCIEe OTXOXKAEHUS OT aMOyJIaKpaJbHOIO KOJIbLA MpUBE-
JIO K TOSIBJICHUIO MATUIY4YE€BON CHMMETPUH, OPTaHU30BAHHON 10 Mozenu 2-1-2,
OBICTPO pacnpocTpaHMBILEHCS HA apaH)KUPOBKY Tabauuek Teku. CToib 3HaYH-
TeJbHBIC U3MEHEHUS B MOP(OIIOrUU U CHMMETPHH MPOU3O0ILIO 32 KOPOTKOE B
re0JIOTHYECKOM MacinTabe BpeMsi — B IMO3JHEM BEH/JIe, KOTJa 0 HaIleMy MHe-
HUIO Y IEPBBIX OUIIATEPUI CTaJIM MOSIBIISATHCS EPBbIC IPUAATKY Tella, U Hadaje
paHHero KeMOpHs 10 aTaadaHCKOro sipyca, Korjaa B T'€0JIOTHYECKON JETOMHCH
MOSIBUJIMCH NIEPBBIE CKEJIETHBIE OCTAaHKHU UTJIOKOKMX. [lepecTpolika monenu ns-
TUJIY4eBOH CUMMETPHUM U3 2-1-2 B HACTOSIIYIO MATHIIYYEBYI0 CUMMETPHUIO C
MATHIO OTXOAAIINMH HETIOCPEACTBEHHO OT aMOyJIaKpaJbHOTO KOJIbLA [Ty Talb-
LaMH IIPOM30LLIO B Pe3yJIbTaTe NEePEeMEILCHMs] Pa3IBOCHUSI Iy aiel Ha Oosee
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paHHHE CTaJIWH W PAaBHOMEPHOTO pacIpeaesieHUsI ISITH 3a9aTKOB IO aMmOyIra-
KPaJIBHOMY KOJIBILY. DTO COOBITHE OBIIIO MTPHYPOUEHO K OPIOBUKY.

Takum 00pa3om, UMEHHO pa3BUTHE IEPBUYHON ACUMMETPUU UTIIOKOKUX 3a-
KOHOMEPHO IMPHUBENO K PaJMAIIBHOMY CTPOSHUIO MX MUIIECOOPHON CUCTEMBI, a
3aTeM 1 OCTaJILbHOM YacTH Teia. BeIsBIeHNEe MeXaHU3Ma TaKOr O BIUSHUS MOXKET
OBITh HHTEPECHO 3a/1a4ei FBOJIIOLIMOHHON OHOJIOT MU Pa3BUTHS.
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HISTORICAL DEVELOPMENT OF THE ECHINODERM SYMMETRY:
FROM THE PRIMARY BILATERAL-ASYMMETRIC
METAMERISM TO A PENTAMERISM

S.V. Rozhnov

Echinoderm radial symmetry at first appeared in ambulacral system during the
formation of closed or horseshoe-shaped ambulacral ring, and then extended to other
biological systems. Its appearance was due to directed enhancement of the asymmetry
of bilateral-asymmetric three-segment echinoderm ancestors and, in the sequel, closing
the initial metamerism to a cyclomerism. Gradual growth of a hydrocoel in ontogeny is
noticeable in bilateral-asymmetric theca of carpozoan echinoderms and number of their
ambulacral channels. When hydrocoel, growing around the gullet, reached a horseshoe-
shaped stage with three ambulacral channels, it closed to an ambularcal ring (or the
ends of a horseshoe approached tightly). It determined a primary thiradial symmetry,
which then turned into a 2-1-2 pentaradial symmetry by splitting of two radial channels.
It happened not earlier than late Vendian, when first bilaterians start to develop body
outgrowths, and not later than early Cambrian, judging by the finds of the oldest echino-
derm skeletal remains at the Atdabanian stage. Reorganization of the pentaradial sym-
metry model from 2-1-2-type to true pentaradial symmetry with five tentacles, which are
outgoing directly from the ambulacral ring, occurred by shifting the tentacles splitting to
earlier stages of ontogeny and regularly spaced distribution of five primordia along the
ambulacral ring. This event took place in Ordovician.

Keywords: echinoderms, symmetry, pentamerism, metamerism, asymmetry.
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CUMMETPUS T'OJIOTYPUM
(ECHINODERMATA: HOLOTHUROIDEA)

A.B. CMmupHOB
3oonoeuueckuit uncmumym PAH, Cankm-Ilemepoype
e-mail: sav_11@inbox.ru

B craTtbe aHanM3upyeTcs pa3indHbIe THUIIBI CHMMETPUH, CBONCTBEHHBIE
kimaccy Holothuroidea, koTopsie 0TpakaloT 3TaIbl YBOIIOIUOHHOTO Pa3-
BUTHS 3TOH TPYIIIBI UTTIOKOXKUX, a TAK)KEe 3Ha4eHHe renoMopdosa B UX
MIPOMCXOXKJICHNU. BpIiBHHYTA rumoresa, oObBACHsSIOmAas cBoeoOpasue
CTpoeHHe aMOyJIaKpalbHOW CHCTEMBI T'OJIOTYPHUIl pa3jielieHHeM BO Bpe-
MEHHU U IPOCTPAHCTBE PA3BUTHUS PaJHaIbHBIBIX EPBUYHBIX LIyIIaJel 1
paguanbHBIX aMOyJIakpalibHbIX KaHaJIOB. [IpUBOASTCS JaHHBIE B IIOJIb3Y
TOMOJIOTHH PagHaIbHBIX aMOyJaKpaJbHEIX KaHAJIOB TOJOTYPHH U pajin-
aJHBIX aMOyNaKpalbHBIX KaHaJoB ocTaibHEIX Eleutherozoa.

Kurouesvie crnosa: ronotypun, CHMMETpHUsL, IEAOMOP(]O3, TETEPOXPOHHUSL.

Kmace romorypwuit (Holothuroidea) oTHOCHTCS K TOATHUITY CBOOOTHOXH-
Bymux wurnokoxux (Eleutherozoa) tuma wurnokoxux (Echinodermata). Ilo-
muMo Holothuroidea, x Eleutherozoa oTHOCSTCS Tpu HbBIHE JKHMBYIIMX Kijacca
(Asteroidea — mopckue 3Be3abl, Ophiuroidea — 3meexBocTku U Echinoidea —
MOpPCKHE €XH) U PsiJl BRIMEPIIUX KJiaccoB. Bce coBpeMeHHBIE MCCIEOBATENN
CXOMSITCS BO MHEHHUH, 4TO HambOoimee Omm3ku K kiaccy Holothuroidea Bemep-
muit kaace Ophiocystioidea u kimace Echinoidea, koTopsix mHOTIA 00BEIUHSIOT
B rpynny Echinozoa. JlocToBepHBIE OCTATKN CKEJICTHBIX JIEMEHTOB TOJIOTYPHI
onucanbl u3 opaosuka (Reich, 2013).

lomotypumn ocBonnu noutu Bece 6uoronsl MupoBoro okeana. OHM BcTpeya-
IOTCSI OT JINTOPAITH JI0 CAMBIX OOJIBIIMX OKEAaHHYECKUX TITyOnH. YacTo rojoTypun
SBJISIFOTCSI BEAYIIMMHU JOMUHAHTHBIMU BUAAMHU MOPCKUX OMOLIEHO30B, 0COOEHHO
B ynbrpaadbuccanu (benses, 1989). Cpenu ronoTypuii BCTpEYarOTCS U CECTOHO-
¢aru u gerpurodarun. OHM OOUTAIOT KaK Ha TIOBEPXHOCTH I'PYHTA U OTHOCSTCA K
snupayHHBIM )KUBOTHBIM, TAaK M B TOJILIE TPYHTA, M OTHOCATCA K HH(payHe. MHO-
r've TOJIOTYPUH CIIOCOOHBI aKTHBHO IJIaBaTh, U BEAYT OCHTOMENArmyeckuii 00-
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pa3 xxu3uu (Rogacheva et al., 2012), a Bunst Pelagothuria natatrix w Enypniastes
eximia (cemeiicTBo Pelagothuriidae) mepenuin k memarmaeckoMy o0pasy JKH3HH.

lonoTypun, Kak U OCTaJbHBIE COBPEMEHHBIC MITIOKOXKHE, XapaKTePU3yIoT-
csi: 1) HamuuMeM CrenUaNTu3UpPOBAHHONW aMOylaKpalabHOW CHCTEMBI, KOTOpas
pa3BUBaETCS U3 JIEBOTO ME30LEIN s TMYUHOK — THIPOLEIs; 2) KaJlblIUTOBBIM CKe-
JIETOM COCTOSIIIIAM M3 «MOHOKPHCTAJUIMYECKUX» TAOIUYeK; U 3) MSATHUITYUeBOH
CUMMeETpHEH !

lonoTypun nMerOT psiai cBOCOOPas3HBIX YEPT BO BHEIIHEM U BHYTPEHHEM
cTpoeHrH. OT OCTaNIbHBIX UITIOKOKUX TOJNIOTYPHUH OTINYAIOT CICAYIONIUE TPH-
3Haku. 1) [IpomonbHas och poT — aHyc y OOJIBIIMHCTBA HBIHE KUBYIIUX TONOTY-
pHi pacnonokeHa mapajuielIbHO IIOBEPXHOCTH JIHA, a He MEPICHANKYIISPHO, KaK
y OCTaJIbHBIX HbIHE xuByIIHX Eleutherozoa, uto, mo-BuauMomy, sIBISICTCS HC-
XOITHOU JJIS TOJIOTY pHi 4epToi. 2) Hammdue sBONFOTHBHOTO MeTaMopdo3a, Ipu
KOTOPOM 4acTb TKaHEH TMUYMHKH BKIIIOYAETCS B COCTaB TeJa B3POCIIOTO KUBOT-
Horo. 3) Hannune cienquduueckoil 1715l TONOTYPHI JTHUYUHKHY — aypPUKYIISIPUN.
Omna BcTpeyaeTcss B Tpex ceMeiicTBax ronotypuid — Synaptidae, Stichopodidae
u Holothuriidae, y psiia mpeactaBuTeneil KOTOPbIX UMEETCS KU3HECHHBIH UK
C IIByMsl JINYUHOYHBIMH CTAUSMU: THNIAHKTOTPO(PHON MUTAIOIIEHCS JIMYUHKH —
aypUKYJIApUU ¥ HENUTAIOLIEHCs IMYUHKY — Jonuonspuu. 4) B ontorenese y
roJIOTYpHUH Pa3BUBACTCS TOJIBKO JIEBBIN U TPaBbIii METAILlEeIH (COMATOLEH) 1 00-
LI JI€BBIH IPOTOME301eNb (AKCOTUPOLIETIb), a IPaBble MPOTO- U ME30LEIb HE
3aknanaeiBaroTcs (puc. 1). 5) Bapocisie hopMbl ronoTypHii IMEIOT BBIPaKCHHBIE
4epThl OunarepanbHoll cuMMmeTpHr. 6) [IpogonbHas OunarepaibHas TI0OCKOCTb
CUMMETPHH B3POCIION CTaJIMU OHTOT€HE3a TOJIOTYPHI COOTBETCTBYET OHIaTe-
paNbHOH IIOCKOCTH CHMMETPUH JIMIHUHKH. 7) ['0oTypru 00J1amaroT CrieIinaim-
3MPOBAHBIMHM OpraHamMH J0OBIYN MUK — OKOJOPOTOBBIMM IlyHaibLiaMH, 00-
pasyIolMMK BEHYUK Ha neperHeM KoHue Tena. 8) [I4Th mepBUUHBIX BEIPOCTOB
JIEBOT'O CPEJHETO IeJioMa (THAPOLEIs) Y TOIOTYPUI TAIOT HAadajlo 5 NepBUYHBIM
LIynabliaM, a He paJuabHbIM aMOyIaKpalbHbIM KaHallaM, KaK y IPYTUX UIJI0-
KOKHX, a COOCTBEHHO paJuaibHble amMOyJIaKpalibHble KaHallbl Pa3BHBAIOTCS
no3xHee Mexay HUMH. 9) HepBHas cucrema rojoTypuil COCTOMT U3 ABYX 4a-
CTEH: SKTOHEBPAJBHON M SHTOHEBPAJIbHOW. DKTOHEBpasbHAs CHUCTEMa Mpen-
CTaBJICHA YKTOHEBPAJIbHBIM HEPBHBIM KOJIBLIOM M OTXOJSLIMMH OT KOJIbLA II1Yy-
MaJbLEBIMH HEPBAMH U 5 paJuabHBIMHU HEPBHBIMU TsKamu. K 5 paguansHbM
SKTOHEBPAJLHBIM HEPBHBIM TsKaM C BHYTPEHHEH CTOPOHBI MJIOTHO MPUJIETAI0T
5 TUTIOHEBPAJIBHBIX PaJIMabHBIX HEPBHBIX TsDKEH. [ MIIOHEBpalbHOE KOJIBIO HE
pa3BUTO. DKTOHEBPAJIBHBIC U THUIIOHEBPAJbHbIE PaUalbHbIC HEPBbI COEAMHS-

' Kak coBepiueHHO cripaBeiinBo nokaszan C.B. PoxxHOB, Koraa peub HICT O MATHIIYYCBOH CHM-
METPHUH UTIIOKOKHUX «... BMECTO MATUIYYEBOH CHMMETPHH IJ1aHA CTPOSHUS COBPEMEHHBIX UTJIO-
KOJKUX B MOP(OTCHETHUESCKHI apXETHIT BCEX UTIIOKOXKHX JOJDKHO BXOAUTD OHMJIaTepasIbHO-aCHM-
METPUYHOE Pa3BUTHE TUNINHKH, B KOHEYHOM CUETE MPHBOJAIICE K 3aMBIKAHUIO aCHMMETPUIHOM
MeTaMepuu B IukiIomMepuio» (PoxxHos, 2010, c. 426).
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FOTCSI TIPH TIOMOIIIA HeBpaJdbHBIX MOCTHKOB (Mashanov et al., 2006). Pagunans-
HBIE PKTOHEBPAJIbHBIE HEPBHBIE CTBOJIBI Pa3BUBAIOTCS y TOJOTYPHHA M3 3a4aTKa
SKTOHEBPAJIHHOTO HEPBHOTO KOJIbIIA, a TUIIOHEBPAJIbHBIC paUalibHbIC HEPBHBIC
CTBOJIBI U3 0a3ajbHONM YacTH SKTOHEBpaJbHOro Heiiposnutenus (Mashanov et
al., 2007). 10) DnuHeBpanbHble KaHAJIbl paJuaIbHBIX aMOyJIaKpoB, B OTJIMYHE
OT MOPCKHX eXel n oduyp, pa3BUBAIOTCS HE TYTEM 3aMbIKaHHUSI THHEBPAITh-
HBIX CKJIAJI0K, a MTyTeM 00pa3oBaHUs TOJIOCTH B TKAHH, JIEXKAIIEH KHAPYXH OT
paanaibHBIX HEPBOB, 0€3 CBS3M C HapyKHBIM snuTenueM (Smiley, 1986). 11) ¥V
TOJIOTYPHI OTCYTCTBYET KakK enHast MOP(OJIOTHIECKast CTPYKTYpa OCEBON KOM-
IIJIEKC OpPraHoB, KOTOPBI MMEETCsl Y MOPCKUX 3Be31, OPHYP U MOPCKHX €XKEH.
12) ¥ HEeKOTOpBIX TOJIOTYpHI KAMEHHUCTBIN KaHa yepe3 aMIyJly CBSA3aH C BHEUI-
HeH cpesioil, Toraa Kak y psiaa Ipyrux (opM Takas CBsI3b OTCYTCTBYET, M KaMEHU-
CTBI KaHAJI 3aKaHYMBAETCS CIIETIO B CTEHKE TeJa, THO00 CBOOOIHO CBEIINBAETCS
B MOJIOCTH Tena. HapykHast MajpernopoBasi miiacTHHKA Y TOJIOTIPUI HE pa3BUTa,
HO Ha KOHIIE KAMEHHCTOTO KaHaja y HUX UMeeTCs HeOOJBIIOi 00hH3BECTRIICH-
HBII Mapenopurt. 13) BoabIMHCTBO roIOTYpHi 00J1a1a10T MEKPOCKOITMYECKUM
CKEJIETOM, COCTOSILINM W3 OTIETBHBIX CKJIEPUTOB, TOTJA KaK OCTaJIbHBIC HIJIO-
KOXX1E UMCIOT XOpOoUIo pa?,BPITBIfI CKCJICT, COCTOSIIIII/Iﬁ N3 KPYIHBIX IIJIACTUHOK
(tabmnuek). 14) B mepenneit qacTu Tena y TOJOTYPUN pacrojiaracTcsl H3BECTKO-
BOE OKOJIOTJIOTOYHOE KOJIBI0, XapaKTEPHOE TOJIBKO ISl ATOTO Kilacca UTIIOKO-
xwux. 15) [lonosas xxenesa ronoTypuii HermapHasi, HO Mojpa3/ieieHa Ha JIBE YacTH,
Jexariue 1o 006e CTOPOHbI MEAHOJOPCATIBLHOTO ME3CHTEPHSI, U OTKPBIBACTCSI Ha-
PYXY OIZHHUM IOJIOBBIM OTBEPCTHEM. Y OCTaJbHBIX UITIOKOKHX I1OJIOBAs JKEJe3a
UMeEeT IIEHTAMEPHOE CTPOSHHE M COCTOMT M3 TIOJIOBOTO Paxyca U TOHaJ, KOTOPbIe
OTKPBIBAIOTCSI HAPY)KY HECKOIBKUMH OTBepcTHAMU. 16) Jlmumnounas ¢dasza oH-
TOreHe3a TOJOTYPUN MCXOMHO OmiaTrepasbHO-aCHMMETPUYHA, a JIJIsS B3POCIOM
CTaJiMl OHTOTeHe3a OOJBIIMHCTBA TOJIOTYPUH CBOMCTBEHHO TEHTApaJ HallbHO-
OunarepalbHO-aCCUMETPUYHOE CTPOCHHE.

lonoTypun 0071a1al0T YHUKAIBHBIM JIaXKE CpPEIH HITIOKOKHX COUYCTaHH-
€M pa3NYHBIX THIIOB CUMMETPHUH, KOTOpPhIE OHU MPHOOpETH 3a BpeMs CBOE-
ro (UIOTEHETUYECKOTO Pa3BUTHA M CIEABI KOTOPHIX COXPAHUIIN B OHTOTEHE3E.
B craHOBIEHNH CBOMCTBEHHOTO COBPEMEHHBIM TOJOTYPSIM IEHTapaJ HaIbHO-
OunarepanbHO-aCHMMETPUYHOTO TUIaHA CTPOCHUS CYIECTBEHHYIO POJIb ChIrpa-
JIM TIPOLIECCHI TETEPOXPOHUH * M €€ YaCTHOTO Citydast neaomMopdosa .

HpI/IHHTO CUUTATh, YTO NATUITYUYCBBIC UITIOKOKHUEC MPOU3OUIIIN OT onnare-
PaibHO-CHMMETPUYHBIX MPEIKOB U CIIEAbl 3TOH OMJIATEPaIbHOW CHMMETPUHU
MIPOSIBIISIOTCA B OMJaTepaJbHOM CTPOCHHUH TUYMHOK. Ha camMoMm fierte TuauHKH

2 Jle Bup ompenensieT reTepoXpOHHI0 Kak (pUIIONEHETHYECKOE M3MCHEHUE B HAYaJe M B XOJIE
BPEMEHHU Pa3BUTHS, TAK YTO MOSBJIIEHUE MU CKOPOCTh PA3BUTHS IPU3HAKA B OHTOI€HE3E TIOTOM-
Ka 100 YCKOPSIETCs, JIMO0 3aJIePKUBAETCS OTHOCHTENBLHO TIOSBICHUS MM CKOPOCTH Pa3BUTHUS
TOT0 e MpHu3HaKa B OHTOreHese npeaka (em. Gould, 1977).

3 Tynn (Gould, 1977) onpenensier nexoMopho3 Kak COXpaHESHHE MPEAKOBBIX FOBEHUIIBHBIX MPH-
3HAKOB Ha 0oJiee TO3THUX OHTOTCHETHUECKUX CTAIUSAX y TOTOMKOB.

206



Puc. 1. Lemomsl aypuKyIsipun: @ — BUJ C JICBOH CTOPOHBI; 6 — BUJ ¢ OpromI-
HO# cTopoHbl. O003Ha4YeHus: an — aHycC; h — akcoruapouens; ls — JeBHIi co-
MaToleNb; M — POT; P — MOpa aKCOIEJIs; I's — IpaBbIi comaTonens (o Selenka,
1876 u3 [daBeinoB, 1914).

WTJIOKOXKHUX M, OCOOEHHO JTUYMUHKH TOJIOTYpPUH, HUKOTAA HE ABISIOTCA CTPOTO
OunatepaibHO-CUMMETpUIHBIMUA. CKOpee MM CBOWCTBEHHA HE OWIIaTepalib-
Hasi CUMMETpHS, a, o TepMmuHonorun Poxxnosa (Poxuos, 2009), Ounarepaib-
Hasi aCHMMETPHSI, KOTOpasi BbIpa)KaeTCsl B HEPAaBHOMEPHOM DPa3BUTHH MPaBBIX
Y JIEBBIX L[EJIOMOB JTUYMHOK. [IJIsl THYMHOK BTOPHYHOPOTHIX, K KOTOPBIM KpOMe
UTJIOKOXUX oTHOcATcs Tumbl Hemichordata, Tunicata m Chordata xapaktepHo
pa3BUTHE TPEX IEIIOMOB: IIEPEITHETO MTPOTOIIEIIS UITH aKCOLENS; CPEAHETO ME30-
1ests (JIEBBIM ME301IeNTh Y UTJIOKOKMX OOBIYHO Ha3bIBAIOT TUJIPOLIEIIEM); U 33 HE-
T'0 METalels I COMATONENs. Y JIMYUHOK TOJOTYPHH Pa3BUT TOJIBKO €UHBIH
JIEBBIM aKCOTMAPOIESb B KOTOPOM OCHOBHYIO HacTh COCTaBJSET T'MAPOLEIb,
a aKCOIIeTb MPEICTABIISICT HEOOIBIION My3bIPEK U JICBBIA M TIPaBBIN COMATOIIC-
T, TPAIEM JICBBIM COMATOIIETh Pa3BUT OOJBINIE, YeM MpaBwIi. [IpaBeie mpoTo-
¥ Me301Ieb He pa3BUTHI (puc. 1).

[lo mpu3HaKy MTPEUMYIIIECTBEHHOTO Pa3BUTHUS JIEBBIX IIEJIOMOB, CBOHCTBEH-
HOTO TaKXe XOPIOBBIM, MHOTJA HWIJIOKOKUX OOBENUHSIOT C TMOCICIHUMHU B
rpynny Dexiothetica (Jeffries, 1979). C apyroif cTOpOHBI HA OCHOBaHUHU CXOI-
cTtBa B cTpoeHuu JuunHok Hemichordata u Echinodermata eme MeuHUKOB
(Metschnikoff, 1869) mpenmoxxuir 00BEAMHATE STH TPYNIEI B HAATUIIOBOU TaK-
con Ambulacralia. CXoncTBO B CTPOSHHH TAKOTO CIIOKHOYCTPOSHHOTO OpraHa
KaK peHolepukapauaibHblii koMiiekc Enteropneusta (tun Hemichordata) u
0CEBOI KOMIUIEKC OPraHOB HMITIOKOXKHMX YKa3blBaeT Ha OJU3KOE POACTBO ITHX
rpymi. peanpunsateiii Kameponom (Cameron, 2005) knaaucTuueckuii ananus
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Puc. 2. Cxema cTpoeHust amOyIakpaabHOW CUCTEMBI TOJIOTYPHH: d — FOJIOTYPHH C Pa3BUTHI-
MU paauaibHbiMu KaHanamu (Holothuria forskali); 6 — ronotypuu otpsiga Synaptida ¢ pexyuu-
POBaHHBIMHU aMOyJakpalbHbIMU KaHanamu (Oestergrenia digitata) (BUI C aHAJIBHOTO TIOIOCA).
O6o3nauenus: d.mes. — MeIMOAOpPCANBHBIN Me3eHTepuit; |.d.r. — TeBbIi JOpcaTbHEIH pagnyc; S.C.
— KaMEHHCTBIH KaHaJl ¢ MaJIpElOPUTOM; M.V.I. — MEAHOBEHTPAJIbHBIN paguyc; Lv.r. — eBblii BeH-
TpaJIbHBII pajinyc; 0 — MUILEBOJ; P.C. — KaHas aMOynaKpanbHON HOKKH; P.V. — OJIHEB My3bIPh;
I.C. — KOJIBLIEBOI aMOyiakpanbHbIi KaHa r.d.r. — MpaBblil JOPCaNbHBIN pagnyc; I.V.I — IPaBbIil
BEHTPAJIBHBII paAnyc; t — POTOBBIE MIyIIaNbla; t.a. — aMITyJIbI OKOJIOPOTOBBIX IIyTaleL; t.c. — Ka-
HaJIbl OKOJIOPOTOBBIX iymanerl (u3 Bather, 1900).

Mopdonornyeckux npusHakoB Hemichordata u npyrux Deuterostomia, a Tak-
K€ COBpPEMEHHBIe MOJIEKYJIsipHO-TeHeTndeckue nannueie (Cameron et al., 2000;
Winchell et al., 2002) ¢ HECOMHEHHOCTBIO CBHICTEIHCTBYIOT O OJIM30CTH UTIIO-
KOXKHX U OoNyxopnoBbiM. Ho 1 OmnarepanbHO-CUMMETPUYHBIM MOy XOPIOBBIM
TaKXXe CBOMCTBEHHa HEKOTOpasi acuMMmeTpuuHocTh. Eme ¢ XIX B. u3BecTHO
(Bateson, 1885; Spengel, 1893), u coBpeMEHHBIC UCCIICAOBAHUS ITO TIOATBEPIK-
narot (Rupper, Balser, 1986; Stach, 2002), 4To nopa nepBoro HemapHOro IejaoMa
(mpotomnens) y Saccoglossus OTKpbIBae€TCs HA JIEBOM CTOPOHE M ITO OTBEPCTHE
BIIOJIHE CIIPABEIIMBO IOMOJIOTM3UPYIOT C IIOPOH JIEBOTO aKCOLEIS UIJIOKOXKHX.
HenasHo ObutM MOTyUYeHBI JaHHBIE O TOM, 4TO Y Saccoglossus kowalevskii iep-
Bas xkabepHas LIeNb Ha JICBOM CTOPOHE Pa3BUBAIOTCS ObICTpee, YeM Ha MpaBOu.
Kpome Toro, Ha ogHON W3 cTaauii HAOMIOAAETCs BPEMEHHAss aCHMMETpPHUS B
Pa3BUTHS, KOTOpas 3aKJIIOYAETCS B TOM, UTO Ha JICBOM CTOPOHE KaOEPHBIX IIIe-
JIelt pa3BUBAETCS Ba CKEIIETHBIX DJIEMEHTA, a Ha TpaBoit Toibko omuH (Kaul-
Strehlow, Stach, 2013). DTu uepThl CTPOCHHS U PA3BUTHUS MOTYXOPAOBEIX JOKa-
3bIBAIOT, YTO UM TAK)KE CBOWCTBEHHA HEOOJIbILIAsl ACHMMETPU S, BEIPAXKAIOILASCS
B HEKOTOPOM IPe00IaJaHuy JIEBBIX LIEJIOMOB MPH Pa3BUTHU. MOXKHO ¢ 0OJb-
IO JI0JIel BEpOATHOCTH KOHCTATHPOBATh, YTO HE TOJBKO MPEIKAM UTIIOKOKUX
W XOPJOBBIX, HO M TIPEJIKaM BCEX BTOPUUYHOPOTHIX Oblja CBOMCTBEHHA OuIaTe-
paJibHasl aCHMMETPHS, BEIPAXKAIOMIASICSI B IPEUMYILIECTBEHHOM Pa3BUTHH JIEBBIX
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LIEJIOMOB. Y XOP/IOBBIX 3Ta aCHMMETPHSI COXPAaHUIIACh, Y HTTIOKOKHX YCUITHIIACH,
a y TIOJIyXOPJIOBBIX HCXOJ{HASI ACHMMETPHSI COXPaHUIIACh JIMIIbL KaK HEOOJIbIIHe
«CIedsl» B OHTOTCHE3e, M, MOXKHO TIPEATIOIOKUTh, uTO pa3BuThue Hemichordata
LUIO MyTEeM YCHJICHHS! OMJIaTepajbHOCTH M HHUBEIUPOBAHHUS aCCUMETPUYHBIX
YepT UX CTPOCHHUSL.

Bomnpoc o npoucxoxaeHue NATHITY4EBOW CHMMETPUH Y UTTIOKOKHUX HE pac-
cMaTpHBaeTcs B HacTosIeH craTbe. OTMEUy TOJIBKO, 4TO, Ha MO B3TJIsII, HAKOO-
nee 060CcHOBaHHOM npencTasnsercd runoresza C. B. PoxxHoBa 0 BOSHUKHOBEHUH
HNATUIIY4YEBOW CUMMETPUH UIVIOKOXKHX 4epPe3 aCCUMETPUUHYIO CTaIUIO IIyTeM
3aKpydYMBaHUS M 3aMbIKaHUs ncxonHoi Metamepun (Rozhnov, 2002; PoxxHOB,
2008, 2010, 2012). Y coBpeMEHHBIX UTJIOKOXKHX, B TOM YHUCIIE Y TOJIOTYPHM, s
TUITy4eBasi CHMMETPUS MPOSBIISIETCS, IPEXKAE BCETO, B CTPOSHUH aMOyIaKpaib-
HOW CHCTEMBI, KOTOpas SIBJISICTCS IIPOU3BOAHBIM THaponens. OHa nmpencTaBieHa
amMOylaKpaJbHBIM KOJBIIOM U OTXO[SIIMMH OT HEro 5 paaualbHBIMH aMOyia-
KpaJbHbIMU KaHaJIaMu. OT KOJIbLIa OTXOAUT TaK)Ke KAMEHUCTBIN KaHa (MHOTraa
OH MOJUMEPHU3UPYETCs) U, Y TOJIOTYypUl, HONKEB My3bIph(H). OT paguanbHbBIX
amMOyJlaKpaJIbHBIX KaHAJIOB y OOJBIINHCTBA TOJOTYPHIA OTXOAST KaHAJbI K I1Yy-
najibuaM (puc. 2a). Y ronotypuit otpsiia Synaptida paguanbHbie aMOynakpaib-
HbIe KaHaJIbl PeAYLHPOBaHbl U aMOylaKpaibHble KaHaJIbl POTOBBIX IIyMaliell
OTXOMSAT IPSIMO OT aMOyIaKpalIbHOTO Koubila (puc. 26). C amOynakpaibHON CH-
CTEMOM TECHO CBSI3aH Psii APYTUX CUCTEM OPraHOB — HEPBHAS CUCTEMa, TeMaJlb-
Hasl CHCTEMa U CONPOBOKIAIOIINE UX CHCTEMBI MIOJIOCTEH. DTH CHCTEMBI TaKkKe
HUMEIOT CXOJHBIH EHTAMEPHBIH IJIaH CTPOCHUS U MPEICTaBICHBI COOTBETCTBY-
IOLIIMMH KOJBLAMU (3KTOHEBPAJIbHOE HEPBHOE KOJIBLIO M TEMabHOE KOJIBLIO) OT
KOTOPBIX OTXOJST OTBETBJICHUS B paarychl. OJHAKO MATHIy4YeBas CHMMETPHUS
WTJIOKOKUX TIOYTH HUKOT/Ia He ObIBAET MOJTHOM M HapyIIaeTcs MOJI0KEHUEM Oce-
BOT'0 opraHa (y TOJIOTYPHUM OH HE Pa3BUT Kak eIHHOE MOP(OIIOTHIECKOE TIENI0e),
KaMEHHUCTOT0 KaHaJla, OTKPBIBAIOILETrOCsS Ha MaJpernopoBoil miacTuHke (y ro-
JOTYpUH B CBSA3H C pENyKLUHEH CKeleTa MaJIpernopoBas MIIACTHHKA HE Pa3BH-
BaeTCs U KAMEHHUCTBII KaHal HCXOIHO OTKPBIBACTCS HAPYKY MEIUOAOPCATBHO
3a BEHYHMKOM mrynasen). [IarunydeBas ciMMeTpHs Y TOJIOTYPHI HapyIIaeTCst
TaKXe PacIooKEHNEM €IMHCTBEHHOT O TTOJIOBOT'O OTBEPCTH S, PACIIOTIOKEHHOTO
BOJIM3M OTBEPCTHsI KAMEHUCTOro KaHajia. KuieuHuk y ronoTypuil 1 MOpcKux
eXell AenaeT 3aMEeTHYI0 e TII0, U 3TO HEeTIe00pa3HOe CTPOCHUE KUIIEYHUKA SB-
nseTcsl oTpakeHHeM npoxoxkaeHus Eleutherozoa cuasueidd craguu co pToM U
AQHYCOM pacIOJIOKEHHBIMH Ha TTPOTUBOIIOJIOKHOM OT TPYHTA OpajIbHOM CTOPOHE
HanpaBieHHoi BBepx (Poxxnos, 2012) (puc. 3).

O6 0coOEHHOCTSIX MATUIYUEBON CHMMETPUH TOJIOTYPUN U OTIUUUS €€
OT MATHJIY4YEBOM CHUMMETPUM OCTAJIBHBIX UITIOKOXKHUX Peub MOHIET HMXKE
npu oOCY’KJIEHMH BO3HHKHOBEHHMS TaKOH crnenu@uyuecKoid 4epThl TOJIOTY-
pHUi, KaK pa3BUTHUA 5 MEPBUUYHBIX LIyHallell U 5 paauaibHbIX aMOyJaKpaib-
HBIX KaHaJOB.
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Puc. 3. Cxema BHYTpEHHEr0 CTPOSHUS U INIABHAS OCh CHMMETPUH: a — OPUY b, 6 — MOPCKOM 3BE3/IbI,
6 —OJIOTYpUH, 2 — IPAaBUIIBHOI'0 MOPCKOr'0 €Xa, 0 — MOPCKOH jtmini (1o PoxxHOB, 1912, n3MeHeHo).

Hapsiny ¢ natunydeBoii TONOTYpUH 001a1al0T XOPOIIO BeIpaKEHHOH Ounita-
TepabHON CUMMETpPHUE. Y TOJOTYypUl pa3InyaroT MepeHUI U 3aJHUN KOHEll
TeJa W BEHTPAJBHYIO (C TpeMs psAaaMu aMOyIaKpaJbHBIX HOXKEK — TPHUBHY-
MOM) U JIOPCANIbHYIO (C IBYyMS psAlaMU aMOyJIaKpaJIbHBIX HOXKEK — OWBHYMOM)
ctoponbl (puc. 4e, oc). [onmorypun nMeroT OunarepasbHO-CHMMETPUIHOE W3-
BECTKOBOE OKOJIOTJIOTOYHOE KOJIBbIIO, CAMMETPUYHOCTH KOTOPOT'O MOXKET OBIThH
BbIpa)K€Ha OYeHb CHJIbHO (puc. 4u). ['oHana y rojotypuil HemapHas, HO OHa
MoApa3aenaeTcs Ha MPaByIo M JIEBYIO YaCTH, JIeKaIHe M0 00e CTOPOHBI MEIH-
0JlopcalibHOr0 Me3eHTepus. [Ipu pa3BUTHH y TOJNOTYPUN MEIMOBEHTPAIbHBIN
paauanbHBIA amMOylakpallbHOW KaHall, JeKalluil B OMJIaTepabHON MIOCKOCTH
TOJIOTYPHUH, pa3BUBAaETCs ObICTPEE OCTAIbHBIX. MEIHOBEHTPAIBHBIN pauaib-
HBII SKTOHEBPAJIBbHBIN TSK HAUMHAET Pa3BUBAThCs IEPBHIM U B CBOEM Pa3BUTHU
oTepe)kaeT OCTajJbHbIe HEPBBI. 3a HUM CIIEAYIOT JIEBBIN U MpaBblil TopcajbHbIe
HEPBBI, M MTOCJICAHUM JlaTepoBeHTpaibHbIe (Mashanov et al., 2007).

Panee muorne nccnenorarenu (Becher, 1907, 1909; Runstrom, 1927; ®emo-
ToB, 1951; Hyman, 1955, beknemumes, 1964; Kerr, Kim, 1999 u np.) cuuranmu,
4YTO OMJlaTepajbHasi CHMMETPHs Y TOJOTYypUi BO3HUKJIA BTOPHYHO U HE CBS-
3aHa ¢ OMJIaTepajbHOM CHMMETpHUEl CBOWCTBEHHOW WX JHMYMHOYHBIM CTalH-
sM. Kepp u Kum (Kerr, Kim, 1999) nonararor, uto pa3BuTue OriiaTepajibHOI
CUMMETPHH Y TOJOTYPHUH OBIJIO HHIYIIMPOBAHO BHEIIHEH CPEeIoi U 3aTparupa-
€T TOJIbKO TIPU3HAKH BHEUTHEeH Mopdororuu. MccnenoBanus pa3BUTHS TOIOTY-
putii cemeiictBa Stichopodidae, mpeanpunsTsie Ckorom Cmaitnu (Smiley, 1986)
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Puc. 4. bunarepalibHOCTB y TOJIOTYpHid: a — Oneirophanta mutabilis (Aspidochirotida, Dei-
matidae); 6 — Elpidia heckeri (Elasipodida, Elpidiidae); ¢ — Psychropotes mirabilis (Elasipodida,
Psychropotidae); e — Amperima naresi (Elasipodida, Elpidiidae); 0 — Enypniastes eximia (Elas-
ipodida, Pelagothuriidae); e — Cucumaria frondosa (Dendrochirotida, Cucumariidae); o« — Apos-
tichopus japonicus (Aspidochirotida, Stichopodidae); 3 — Hadalothuria wolffi (Gephyrothuriida,
Gephyrothuriidae); 1 — n3BecTkoBOE IIIOTOYHOE KONBLO Myriotrochus eurycyclus (Synaptida,
Myriotrochidae): 1 — Bua ¢ BeHTpanbHOM CTOPOHBIL, 2 — BUJ ¢ IPaBOil CTOPOHHI (@, 6 — 13 Hansen,
1975; 6 — u3 bapanogoii, 1989; e, 3 — u3 Hansen, 1956; 0 — no Mitsukuri, 1912 u3 Kaestner, 1963;
e —u3 MBaHoB u 1p., 1946; orc — u3 BanoB, CtpenkoB, 1949; u — u3 Heding, 1935).

n ManaxoBsiM 1 UepkacoBoii (1991, 1992) mokasanwu, 4To OunaTepasbHas 1II0-
CKOCTh JIMYHUHKHU TOJOTYPHIi * COBIAsaeT ¢ OUIATepabHOMN MIOCKOCTBIO CHM-
METPHUH B3POCIIOr0 KUBOTHOTO. Pa3BuTHE OMIIATEPAIBHOCTH Y TOJIOTYPHUH, T10-
BUJIUMOMY, BO MHOT'OM CIIOCOOCTBOBAJIO TO, YTO OHU IEPEILJIN K TOJI3aHUI0 Ha
BEHTPAJbHON CTOPOHE JIUYMHKH. TakuM 00pa3om, OusarepaibHas CHMMETPHUS
roJIOTYpUH HE BO3HUKJIA BTOPUYHO U HE SIBJISIETCS MOBEPXHOCTHOM, CBA3aHHOM
C BHEMIHUMH MOP(OJIOTHYECKUMH TpH3HaKaMu, Kak monaraioT Kepp u Kum
(Kerr, Kim, 1999), a cTana pa3BuBaThCS Ha OCHOBE OMIIaTepaIbHOMN, UM, €CIIU

4 Kax y>xe OBbUTO CKa3aHO BBIIIE, HA CAMOM Jielie Y IMYMHOK FONOTYpHUii OnitatepanbHas CHMMe-
TpUs He ABJIsieTCA MOJIHON — OHA HapylLIeHa HEPaBHOMEPHBIM Pa3BUTHUEM LIEJIOMOB IIPaBOH U Jie-
BOi1 cTopoH. [ToaToMy 51 TOBOPIO 0 OMIaTepatbHOM TIIOCKOCTH TMYHHOK FOJIOTY P ¢ HEKOTOPOU
JI0JIeN YCIIOBHOCTH.
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OBITH 0OJICe TOYHBIM, OMIIATEPaAbHO-ACHMMETPUIHON CHMMETPHUH JTUYNHOK, a
BO3MOXKHO M AaJieKux npenkos Deuterostomia. 3To 00BsICHSET, IOYEMY OCEBbIE
OTHOLLUCHHUS IMYMHKHU U B3POCIIOH 0cOOH Y TOJIOTYpUH COBIAAAIOT, TOUHEE, CO-
XpaHsI0T IPEeEeMCTBEHHOCTh. Hannuue OunarepanbHON TIIOCKOCTH CUMMETPHH,
COBITAAAONICH C TUIOCKOCTHIO CHMMETPHH JTMUMHKH PE3KO OTINYAET TOJIOTY P
OT TIO/IABIISTIONIETO OONBITMHCTBA UTTIOKOKHUX.

Hecmotpst Ha «uCXOAHYIO» OUIaTepaJbHOCTh, HECOMHEHHO, 00pa3 KU3HU
roJOTYypU OYEHb CHJIBHO CKa3bIBAETCSl HA CTEIEHU Pa3BUTHUS OMIIaTEPaIbHBIX
4epT ux Mopdosoruu. YcuieHue 4epT OMiIaTepajbHON CHMMETPUU Y TONOTY-
pHit ObLIIO CBSI3aHO € MEPEX0JOM K MOABMKHOMY 00pa3sy xu3nu (beknemunies,
1964), uto xopoo cornacyetcs ¢ mpuHuunom cummerpun [Isepa Kropu nHennb-
351 pacCMaTPUBATh CUMMETPHUIO TEla HE YUUTHIBAS CHMMETPHH OKPYIKaroIei
ero cpeasl. OcoOCHHO SIPKO OMIIATEPaIbHOCTD MPOSIBISICTCS Y MPEICTABHUTE-
neit orpsga Elasipodida (puc. 46-0) u ronotypuii cemeiictBa Deimatidae (oT-
psa Aspidochirotida) (puc. 4a), Bexyuux noaBuxXHBINA 00pa3 xku3Hu (Smirnov,
2012). BonpIMHCTBO MpEeACTABUTENEHN 3TUX TPy AKTUBHO NEPEIBUTAIOTCS 110
cyOCTpaTy MpH MOMOIIM CIEHHUATBHO Pa3BUTHIX KPYMHBIX aMOylaKpaibHBIX
HOXxeK (puc. 4a, 0, 2). Psa Elasipodida mpuoOpen criocoOHOCTH K IJIABAHUIO U
BenmeT OeHTomnemarndeckuii (puc. 4 a) u n1ake IIIAaHKTOHHBIA 00pa3 KU3HU. AM-
OyJlakpajabHbIC HOKKH Y HUX CPOCIINCh M 00pa30Bajy ClELUaIbHbIEC IEPEeIHIE
W 3a/IHHE JIONACTH, CIy’Kalue OaJaHCHpaMy MPH IJIaBaHUHM U BBITOJIHSIONINE
POJIb IIaBaTENbHBIX JlonacTel (puc. 46-0). Y o0nagaromux HanOoJee BbIpaskeH-
HOU cpenu ronotypuii OunarepanbHoit cummeTpueii Elasipodida mmeercs Tonb-
KO JIBE TIApbl CTATOIMCTOB, PACIIONIOKEHHBIX Y OCHOBAHUS JIATEPOBCHTPATBHBIX
paauabHBIX HEPBOB, TOTAA Kak B oTpsaae Synaptida, Takske 001agaronux cTa-
TOLIMCTaMH, TapHbIE CTATOLMCTHI PacloyiaraeTcsl y KakKJoro u3 5 paauaibHbIX
HepBoB. OgHAaKO OMiaTepasibHBIE YEPTHl B CTPOCHUU UMEIOTCS U Y Majomojl-
BUKHBIX TOJOTYypuid. OHU CBOMCTBEHHBI U MEIJICHHO MEPEABHTAIOMIMMCS T10
MOBEPXHOCTHU T'pyHTa rosoTypusim otpsiaa Aspidochirotida (puc. 4aic), u mano-
NOJIBIKHBIM cecToHO(daram oTpsina Dendrochirotida (puc. 4e) u odurarommm B
TOJIIIIE TPYHTA TOMOTYpHsM oTpsaaoB Synaptida (puc. 4u) u Molpadiida. buma-
TEpaJIbHbIC YEPTHl CTPOCHUSI MOTYT OBITh Pa3BUTHl Y TOJIOTYPHUIl OUYEHb CHJIIb-
HO, WM OBITH Ca0OBBIPAKEHHBIMH, HO B TOM MJIM MHOW CTENECHU OMaTepasib-
HOCTb CBOMCTBEHHA BCEM TOJIOTYPHUSIM U 3TO CBHAETENBCTBYET O TOM, YTO OHa
BO3HHKJIA Ha CaMbIX paHHUX dTamax MpoucxoxjaeHus kiacca Holothuroidea,
10 uX nuddepeHanu Ha pa3indHble )KU3HeHHbIe (GopMbl. bratepanbHast
IIJIOCKOCTh CUMMETPHH y FOJIOTYPUI COBMELIAETCS C MATUITYYEBON U IPOXOJUT
Yyepe3 MEeIMOBEHTPAJIbHBIM paanyc M MEOHONOpCcalbHbI uHTEeppaguyc. Ecre-
CTBEHHO BO3HUKAET BOIIPOC, KAKUM K€ 00pa3oM MPOM3OILIO COBMEILEHHE Y
B3POCIION CTaJNM OHTOreHe3a TOJOTYPUN MATUIYYEBOW CHMMETPHH, KOTOpast
pasBuiach 4yepe3 aCHMMETPHYHYIO CTaIHI0, M OMiIaTepaibHONH CHMMETPHH, CO-
BITAJIAIONIEH ¢ OnaTepanbHOi CUMMETPHEH THNYMHOYHON cTainn?
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Ha moii B3m1siJ1, B mpoliecce CTaHOBJIEHU S M OBOJIIOLUM TOJIOTYPHA, B TOM YHC-
Jie ¥ Pa3BUTHUIO Y HUX OWJIaTepasbHOW CHMMETPHH, OUYeHb CYIIIECTBEHHYIO POJIbh
WT'PaIi TPOIECCHl TETEPOXPOHUH U €€ YaCTHOro ciryyas regpoMopdosa. ['erepox-
POHUS — U3MEHEHHE OTHOCUTEIBHBIX CPOKOB IPOLIECCOB PA3BUTHS, ABIISIETCS, 110
MeTKkoMy BeipaxkeHuto Padda u Kodmena (Raff, Kaufman, 1983) knaccuyeckum
MEXaHU3MOM HBOJIIOLIMOHHBIX U3MEHEHHUU. 1 €TepOXpOHHOE pa3BUTHE YaCTEeHd U
OpPTaHOB — MO3aW4HAs ABOJIOIHS UTPAET OONBIIYIO POJIb B IBONIONHUH KUBOT-
HbIX U pactennii (De Beer, 1958; Simpson, 1961; Takhtajan, 1991; Gould, 1977,
McNamara, 1986, 1997; McKinney, McNamara, 1991; McNamara, McKinney,
2005; MapTbiHoB, 2011). «B pe3ynbraTe MO3andHO SBOIIOIIMH B OJTHOM H TOM XKe
OpraHmu3Me Mbl MOYKeM HaOJI0/1aTh HApsAy CO CTPYKTYpaMU OTHOCHUTENBHO MPH-
MUTHBHBIMH, T. €. HAXOIAIUMHUCS Ha OTHOCUTEIBHO HU3KON CTYTIEHU Pa3BUTHS,
Tak)ke CTPYKTYPHI Ooee crennaan3upoBaHHble. OpraHru3M MOXKET IPEICTaBIsATh
co0OH, ClIesoBaTeIbHO, COUETAHNE JIEMEHTOB Pa3HOW CTENEHU BOIIOIMOHHOTO
paszButus» (Taxramxan, 1966, c. 26—27). Ponb reTepoXpoHUil B CTAaHOBICHUHU
MIJIJAHOB CTPOEHMS Y pa3iIUYHbIX KJIACCOB UITIOKOKHUX HA NMaJIEOHTOJIOTMYECKOM
MaTepuaie Oblia nmokaszana PoxHobiM (PoxcHOB, 2009). ABTOp B 3TOI CTaThe pac-
CMaTpHBaJ B IEPBYIO OYEPEh CTPOCHUE HCKOMIAeMBIX OCTATKOB LIEJIBIX OPTaHU3-
MOB, H KJIaCC TOJIOTYPHHl 10 TOH MpHYKHE HE OB UM TIOIPOOHO MTPOAHATH3HPO-
BaH, IOCKOJIBKY MICKOTIAeMBbIE OCTAaHKH TOJIOTYPHIA B TIOIABJISIONIEM OOIBITUHCTBE
MPEJCTABIICHBl OTJACIFHBIMA MUKPOCKOITMYECKUMHU JIIEMEHTAMHU MX CKeJleTa —
CKJIEpUTaMH U CETMEHTaMH U3BECTKOBOIO TJIOTOYHOIO KOJIBIIA, & HAXOJKH LEJIbIX
aK3eMIUTsIpoB HckonaeMbix Holothurioidea kpaiine peaxu (Smirnov, 2012; Reich,
Stegemann, 2013). Huke s mocTaparoch BOCIOJHUTE dTOT ITPOOEII Iy TeM aHaIu3a
MOP(}OIOTHUECKUX 0COOCHHOCTEH CTPOCHMUSI TOJIOTYPHH.

OnHUM W3 CIEJCTBUH TeTEPOXPOHUH SBIISIETCS sBIeHUE meqomopdo3sa. Ile-
noMopdo3 UTrpaeT BaKHYIO POJib B BOZHUKHOBEHHWH KPYIIHBIX TaKCOHOB >KHU-
BOTHBIX U pacTeHuil. Tak, Jle bup (De Beer, 1958) npuBoauT AJIMHHBINA CIIUCOK
KpPYIHBIX TAKCOHOB, KOTOPBIE MOTJIM IPOU30UTH TyTeM neaomopdosa. K atomy
CIIHCKY, TI0-MOEMY, HECOMHEHHO cieyeT 1o0aBuTh u kiacc Holothuroidea.

[Ipenmonoxenre o menoMop(pHOM MPOUCXOKIEHUU TOIOTYpPUN OBLIO BHI-
ckazano ewe B XIX B. B Hacrosiee Bpems ero nogaepxuparot bpyHo 3Bz
u Pua Mywu (David, Mooi, 1996, 1998; Mooi, David, 1997). llpunepxxuBaetcs
€€ M aBTOpP HACTOSILEH CTaThU.

VY WIIIOKOKWX, B YACTHOCTH, Y OJNFMIKAHIINX COBPEMEHHBIX POJCTBEHHHKOB
FOJIOTYPUM MOPCKHUX €3Ke€l, 5 NMEPBUYHBIX BBIPOCTOB THJPOLEIS JAKOT HAYAJIO
5 paauanbHBIM KaHajlaM, KOTOpPBIE PacTyT 0 KOHIIA TeJla YKHBOTHOTO ¥ BEPIITH-
HBI 5 TIEPBUYHBIX BEIPOCTOB THIPOIIEIN S, OKa3bIBACTCA YAAIEHHBIMH OT POTOBOTO
OTBEPCTHUS M PACIIONAraloTCsl Ha TIPOTUBOIIOIOKHONW adOpaibHOW CTOPOHE Tena.
30Ha pocTa M J0OaBICHNUE HOBBIX HOXEK U IUIACTUHOK IPOHMCXOINT B paiioHe,
MPUMBIKAIOIIEM K aJJ0paJIbHOMY Kparo OKYJISIPHBIX IJIACTHMHOK, HECYLIUX Iep-
BUYHYIO (TEPMHUHAIBHYI0) HOXKKY. Pa3BuBIIHECS IEpBEIMU TEpMUHAIBHBIE HOX-
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primary podium

genital plate y G pedicellaria

Puc. 5. Cxema 00pa30oBaHNs CKEJIETHBIX INIACTHHOK Yy MOPCKUX
eXeil — IpaBUIIo OKYISIPHBIX TuTacTHHOK (13 David, Mooi, 1998).

KU OKa3bIBaIOTCS HA CTOPOHE MPOTHUBOMOJIOKHON POTOBOMY OTBEPCTHIO, CAMbIe
MOJIOZIbIE MJIACTUHKH OKa3bIBAIOTCS PACIIONOKEHHBIMU OJIMIKE K allUKaJIbHOMN CH-
CTEMe, a caMble cTapble Onrke Ko pTy. Myu u J[9Bu/ Ha3bIBAIOT 3Ty MOCIIEI0BA-
TEeTHLHOCTH 00pa3oBaHue aMOyIaKpaIbHOTO CKeJleTa M, COOTBETCTBEHHO aMOyia-
KpaJIbHBIX HOKEK, TPABHIIOM OKYJISIPHBIX IIACTHHOK Mooi et al., 1994) (puc. 5).

VY ronmotypuii 5 mEpBUYHBIX BRIPOCTOB THIPOIIEIS JAIOT HAYaI0 5 TepBUY-
HBIM LIyNaJblaM, pacrojaralliuMcsl OpaJbHO, a pajnuajbHble aMOyIaKpalb-
HbIe KaHaJIbl pPa3BUBAIOTCS HA pa3pacTaroleMcs THpOoLeNe MEX /1y HUMU 031~
HEe W 3aKaH4YMBaAIOTCS abopanbHO (puc. 6). 3emon (Semon, 1888) oOparwi BHE-
MaHHe Ha TO, YTO aMOylaKpalbHbIe HOXKKH TOJIOTYPUI HE 00pa3yloTcs TepMHu-
HaIIbHO, KaK Yy IPYTHUX UTIOKOKUX, U TPETIOI0KIIL, YTO IEPBUYHBIE NIy TTaTbIla
TOJIOTYPUH TOMOJIOTUYHBI PaIalIbHBIM aMOYJIaKpabHBIM KaHAJIaM OCTAIbHBIX
UTJIOKOXKHUX, & paAualibHble KaHAJbl TOJIOTYPUH SBISIOTCS HOBOOOpA30BaHHEM.
Takast TpakTOBKa MEPBUYHBIX HIYNAJell U paJualbHBIX aMOyJIaKpajdbHBIX Ka-
HAJIOB TOJNIOTYpHid ObUta mpuHsTa [IPBUIOM 1 Myu nipu pa3paboTke UMH JKC-
TpaKCHaTbHO-aKCHATLHOW THIIOTE3hI CTpOeHUS UTIToKokuX (David, Mooi, 1996,
1998; Mooi, David, 1997).

[o moemy nipennonoxennto (Cmupros, 2008), y TOIOTYpHIA TPOU3OIILIO Pa3-
JeJieHHe eIUHBIX PaHajbHBIX aMOyJaKpalbHBIX KaHAJIOB Ha TEPBUYHBIC IIy-
najblia 1 cOOCTBEHHO paauaibHble aMOyJakpalibHble KaHalbl. DTO W3MEHEHHUE
OHTOTeHe3a MpuBeJo K nuddepeHnranuu GyHKIHH aMOynakpaabHONW CHCTEMBI
roioTypuil. OHa moApasaenuiacs Ha: 1) HEHTpaNbHYI0 YacTh TPEICTaBICHHYIO
amMOyTaKpaibHBIM KOJIBIIOM, TIOJTUEBBIM Ty3bIPEM U KAMEHUCTHIM KaHAJIOM; 2) TIy-
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MaJIbLEBbIN aIapar, BBIIOJIHSIOIIMUKA B OC-
HOBHOM (DYHKIIHIO TUTAHUSA, U 3) pauaib-
Hble aMOyJaKpalibHble KaHAallbl, HECyIIne
JIOKOMOTOpHYIO  (yHKIHI0. V3MeHeHue
OHTOT€HE3a Ha CTaJUU 5 MEPBUYHBIX IIIYy-
najiel, KOTopoe ObLIO BBI3BAHO UX 000CO-
OneHneM, BO3MOKHO, TIPUBEIIO K TOMY, YTO
pa3BUTHE C KaTacTPO(PHUECKUM METamMop-
(ho30M, TP KOTOPOM BCE TENO JIMYHMHKHU
pe3opOupyercs, a B3pOCIIOE TEIIO CTPOUT-
Csl IPAKTHYECKH 3aHOBO, OBLIO IMPEpPBaHO
Ha paHHed ctaguu. OHTOTeHe3 roJoTypHuil
CTaJd »3BOJIOTHBHBIM, a CaMO pa3BUTHUE
OBLTO CHIJIFHO BHJIOM3MEHEHO. YTpara Ka-

TaCTpOPHUUICCKOro METaMOop(Po3a IIPHUBEIIa .
p (1) p(b P Puc. 6. PasBurne amOynakpanbHOU

K YCHJICHUIO T€TEPOXPOHNH Pa3sBUTHA TIPH- cuctembly Caudina ransonnetii. O603Ha-
3HAKOB, OTHOCSIIIIUXCS K pa3HbIM KOOpAWHA- YeHHUs: an — aHyc; dp — mopcasibHas mopa;
[IMOHHBIM LETSIM, TIOCKOJIBKY MX pasBuThe SNt~ OHTCPONCIE; g — KMIICTHHK; MVIC —
6 MEANOBEHTPAJIbHBIN aM6yJ1aKpaanI>m
TepecTano ObITh TECHO CUCIUICHHBIM, KAK  ouq 0 oe noposbiiikanan: rdre—mpasbiii
9TO MMEET MECTO OBITh npu KaTaCTpO(l)I/I- JIOpCalbHBIA amMOyIaKpalbHBIA KaHAI,
yeckoM MeTamopoze. V ToNoTypuii Teno — TVIC — NPaBblil BEHTPATbHbIH aMOysia-
KpaJbHBIA KaHaj, Stm — CTOMOJIICYM;
B3pOCJIOr0 OPTraHM3Ma CTaJO pa3BUBAThCA 7 ey
tI-tV — mepBuuHbIe mrynanena (mo Inaba,
Ha OCHOBEC TeJjla JIMYMHKH, & JTUYMHOYHBIC  193().
TKaHH YaCTUYHO CTaJIM BKJIKOYATHCS B TEJIO
B3POCIION TOJOTYPUH.

C OounbIo# 1oJeit yBEepeHHOCTH MOKHO TOBOPHTH, UTO B TEHOME TOJIOTYpUIA
COXPAaHUJIUCh NAHHBIE O CTPYKTYpPE U CTPOCHUHU PaJUaIBLHOIO KOMILIEKCA Op-
raHoB (paJuajibHBIX HEPBOB, SMTMHEBPAIBHBIX, THTIOHEBPAJIBHBIX U T€MaJIbHBIX
KaHaJlOB), HO UX pa3BUTHE, B CBA3HM C 0Opa30BaHHMEM NEPBUYHBIX IyTaJiel] 1
yTpaToi KaracTpoduiaeckoro Mmetamopdo3a, CTaao MPOUCXOINUTH BHION3MEHEH-
HBIM IIyTEM: IIPX PAa3BUTHUH CTAJIO BO3MOYKHBIM HCIIOJIB30BaTh TEJO JMYUHKU;
paananpHble aMOyIaKpaibHble KaHaJbl CTaJIN 3aKJIaJbIBaThCsl Ha aMOyIaKpaib-
HOM KOJIBLIE IIO3KE€ U U3MEHUIHU MECTO CBOEr0 OTXOXKICHUS; yTPAaTUICS IIpa-
BUJIBHBIM MOPSIOK 00pa3oBaHUsi aMOyJaKpaldbHBIX HOXKEK — HO COXPaHHJIUCDH

CIOCOOHOCTB K X 00Pa30BaHHIO M MX CTPOCHHUE °; paIuaIbHbIC JITHHEBPAIbHBIC

5 3aknajika aMOyJIaKpaibHBIX HOKEK y TOJOTYPHUIl HE B CTPOIOM COOTBETCTBUH C IIPABUIIOM OKY-
napHBIX TTacTuHOK (Mooi et al., 1994), mo-BunnMomy, cBsi3aHa C BUJIOU3MEHCHHBIM Pa3BUTHEM
paznaIbHEIX aMOyJIaKpajJbHBIX KaHAJOB U ¢ peayknuei ckenera. Xayne (Haude, 2002, p. 147)
IIPE/IIONIATACT, YTO B CBS3M C PeAYKIIMEH cKeseTa OblI OTEPsSH KOHTPOIb HaJl IPaBHIbHOCTHIO
oOpa3oBaHus aMOyJIaKpaJbHBIX HOKEK B MEPUAMOHAIBHOM HarpaBiieHHH. KocBeHHO romoso-
THIO paJMalibHBIX aMOyJIaKpajbHBIX KaHAJIOB TOJOTYPUI U MOPCKHX €XeW MOATBEPXKIaeT TOT
(axT, 94TO Y TOJIOTYpUil caMasi iepBasi 3aKjaIbIBafoascs aMOylakpaibHasi HOJKKa BCer/ia pas-
BUBAeTCs ObICTPEE OCTAJIBHBIX M 3aHUMACT TEPMHUHAIBHOE TIOJOKEHHE, TO €CTh IIPUHUMACT Ha
ce0s1 pyHKIUIO CBOWCTBEHHYIO TEPMUHAIBHON HOXKKE MOPCKHX €XKEHl.
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Puc. 7. Cpes 4epe3 paauycsl: a — TOJIOTypuH, 6 — MOpckoro exa. O6o3Hadenus: 1 — snu-
HEBPAJbHBIA KaHaT, 2 — SKTOHEBPAJIbHBIH HEPBHBIN TSK; 3 — 'MIOHEBPAJIbHBIA HEPBHBIN TSK;
4 — rUNIOHEBPAJIEHBIN KaHAJ; 5 — TeMaJIbHBII CHHYC; 6 — paJAHaIbHbIH aMOyIaKpaIbHbII KaHa,
7 — amOynakpanpHBINA KaHaT HOXKKH (1o Lang, 1984, namMeHeHO).

HEPBHBIC CTBOJIBI CTAJIM PA3BUBATHCS KaK BBIPOCTHI 3a4aTKa AMUHEBPAJIBHOTO
HEPBHOT'O KOJIbIIa; STTMHEBPAJIbHBIC KaHAJIbI CTAJIA Pa3BUBAThCS MyTeM 00pa3o-
BaHMS TOJIOCTH B TKAHU, JIeKAIIeH KHAPYKHU OT pagnuaIbHBIX HEPBOB.

OKBUPHUHAIBHOCTh Pa3BUTHS JEMOHCTPHUPYET OTCYTCTBHE OJHO3HAYHOU
MPUYMHHON CBS3M MEXIY MPENbIIYIIUMU U TOCIEAYOIUMU CTAAUSIMU OHTO-
reHesa. JTo MPUBOJUT K TOMY, YTO PaIUATbHBIA KOMILIEKC Y TOJIOTYPHUH OKa3bl-
BaeTCsl YPE3BBIYAIHO CXOHBIM 0 CTPOCHUIO C PaJIMAIbHBIM KOMITJIEKCOM MOP-
CKHUX exeil (puc. 7) U, B HECKOJIbKO MEHbIIIeH crenenu, apyrux Eleutherozoa, He-
CMOTpSI Ha BUJION3MEHEHHBIN CIT0CO0 pa3BUTHS. DTO, Ha MO B3TJIS, CBUICTEITb-
CTBYeT 00 WX TOMOJIOTHH (KPUTEPH CIIEIUATBHOTO Ka4ecTBa CTPYKTyp Pemane
(Remane, 1956, S. 42-45)), 1, COOTBETCTBEHHO, O TOMOJIOTHUH PaJIUaIbHBIX aMOY-
JIAKPOB TOJIOTYPHUH paauaibHbIM aMOyJIaKpaM OCTaJbHBIX WUITIOKOXKHX. Takum
00pa3oM, XOTsl TOnorpaduuecKu pajiualibHbIi KOMIUICKC Y TOJIOTYPUN OKa3biBa-
€TCsl CIBUHYT OTHOCUTEIBHO PaIHaIbHOTO KOMIUIeKca ocTalbHbiX Eleutherozoa
MIPUOJIM3UTEITHFHO Ha 36 TPagycoB B «HHTEPPATAATHEHOEY TTOJIOKEHUE, a P eT0
CTPYKTYp pPa3BHBAETCS IMyTEeM 3MOPHUOHM3AIMH (YTO HE PENKO MPOUCXOAHUT B
Pa3UYHBIX TPYIIAX XUBOTHBIX), OH SIBJISICTCS TOMOJOTHYHBIM PaJHalIbHOMY
KOMIUIEKCY OpraHoB ocTaibHbIX Eleutherozoa u nzomopden um. [losTomy s He
MOT'y COTJIACHTBCS C MPEATIONIOKeHHeM [[3Buia 1 Myw, 4TO TMOCIE NpephIBaHUS
pa3BUTHS HA CTAJIUU 00pa30BaHUE 5 MIEPBUYHBIX IIYIAJICI KITO3HEE MPH Pa3BH-
THU TOJIOTYPUH T00ABISAIOT de novo WHTEppaaralbHble CTPYKTYPHI BHYTPh IKC-
TPaKCHIISIPHOTO TeJa, YTO MPUAAET UM IOBEPXHOCTHOE CXOACTBO C PAJIMyCamMM
NPYTUX UTIOKOKUXY (MomuepkHyTo MHOH) (David, Mooi, 1998, p. 24).

S monararo, 4To y AaJieKUX (PUIOTCHETHUYECKUX MPEIICCTBEHHHKOB TOJI0-
TypHil yXe CyIIeCTBOBAJIU IYIaliblia, PAa3BUTHE KOTOPBIX Y MPEIKOB HIJIOKO-
JKUX OBLIIO BUJIOM3MEHEHO, M IIyTajibla Mpeodpa3oBainuch B aMOyIakpsl. Y ro-
JOTYpH IIyTaibla «IIPOCHYINCH U Pa3BUIINCH BHOBB. TaK jke W pajialibHbIe
aMOyTaKpabHBIE KaHAJIBl U CBA3aHHBIE C HUMHU SKTOHEBPAIIbHEIE paIhaIbHbIC
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CTBOJIbI, 3KTOHEBPAJIbHbIE KAHAJIbI U PaJHalIbHbIC KaHAJIbI T€éMaIbHOW CHCTEMBI
yXKe CyIIECTBOBAJIM Yy (DMIIOTEHETHUYECKUX IMPEALIECTBEHHUKOB TOJOTYPUH U
nHpopManrs 00 UX CTPOCHUU COXPAHUIIACh B TEHOME TOJIOTYPHI, a cCaMU OHH
HE BO3HUKIIM Y TOJOTYypull de novo. Ciaenyer OTMETHTb, YTO «IIOBEPXHOCTHOE
CXOZCTBO» MEKJYy CTpPOEHHEM aMOyJaKpoOB TOJIOTYPHH M MOPCKHX €Xel 3a-
KJII0YaeTcsl He TOJIBKO B CXOJCTBE COCTaBa M CTPOSHUS Y TOJIOTYPHUI M MOPCKUX
eXell paznaabHOro KOMIIJICKCA OPTaHOB, HO TAKKe U B CTPOCHUH aMOylaKpaib-
HBIX HOXEK TeX M IPYyrux. TOJNbbKO B 3THX JIBYX KJlaccax OHHU MMEIOT CKJIepU-
Thl ¥ TEPMUHAJIBHYIO MIACTUHKY (Smith, 1984). O0mumMu cuHanoMoppHbBIMU
MpPU3HAKAMH MOPCKUX €KeH W TOJOTYpUH TakXke sSBISETCS HaJinyue nepuda-
PUHTHAIBHOTO U IIEpUaHaIBHOrO 1ejoMoB (Smith, 1984). Kak cripaBeniuBo ot-
MmeuatoT Padd u Kodpmen (Raf, Kaufman, 1983, p. 7-8): «Ilo ussimHOMY BbIpa-
keanto @pancya XKakoOa, IBOJIOMMS IEHCTBYET MTyTEM IIEPEITUIIOBKI CTapO-
ro. CTpyKTypsl He HNOSBISIOTCS de novo; BOIIONMS NMPEINOYUTAET CO3AaBaTh
HOBLIECTBA, BUJIOU3MEHSIS YK€ CYIIECTBYIOINUE CUCTEMbI I CTPYKTYPBI».
ABtop Hactosimiedd ctarbu (CmupnoB, 2008) mpuaep:KUBaeTCs TOUYKHU 3pe-
HUS O TOM, YTO W MEPBUYHBIC IyNaNblia, ¥ pajnalbHble KaHAIbl TOJOTYPHI
COOTBETCTBYIOT paJralibHbIM KaHayiaM npyrux Eleutherozoa. ¥ coBpeMeHHBIX
Echinodermata paguanasHbIe BRIPOCTBI THAPOIICIS UMEIOT HECKOIBKO (PYHKITHH.
[lo-BuauMoOMy, HEPBUYHOMN IJIS1 UTTIOKOKUX SABJISETCS (DYHKLUS YJIaBIMBAHUS
MUIIEBBIX YaCTHUI aMOyaKpalbHBIMU HOXKKAMH U TIepeJjadd UX K POTOBOMY OT-
Bepcruio. Y psana Eleutherozoa amOynakpanbHasi cuctema nmpuoOpesa u JIOKO-
MoTopHyIo pyHKIHKt0. Kpome Toro MopdoreneTnyecku u Tornorpaduyecku pas-
BUTHE aMOyJIaKpalibHON CHCTEMBI TECHO B3aHMOCBSI3aHO C Pa3BUTHEM HEPBHOM
u remaisHOM cucteM. Y Holothuroidea mpou3zonuio pa3aenenne 3TUX QYHKITHHA.
Ha ocHoBe nepBHYHBIX IIyIajel BOSHUKJIM POTOBBIC LIyNajbla roJOTYpHH,
KOTOpBIC B35UIH Ha ceOs1 QYyHKIMIO MUTAHUS, a 32 OCTaBILEHCcs YacTbio aMOyia-
KpaJIbHOM CHCTEMBI ocTajach QyHKIMs nepeasmkenus. OcBoboxaeHne 00ib-
el 4acTu aMOyJIaKpajbHOW CHCTEMBI OT (DYHKIIMH MUTAHUS MIPUBEIIO B PsJIC
I'PyII FOJOTYPUH K PAa3BUTHIO CHELMAIU3UPOBAHHBIX OPraHOB, IOMOTAIOIIUX
JBYDKEHHUIO U IUIABAHUIO — YBEIMUYCHHBIX B pa3Mepe aMOyIaKpalbHbIX HOXKEK,
CIIyXKaluX JUIsl XOXKAEHUS IO TPYHTY, M Pa3IMYHbIX BEIPOCTOB, 00pa30BaHHBIX
CJIIMBLIIMMHUCS aMOyJIaKpaJbHBIMU HOXKKaMHU. DTH BBIPOCTHI CIy’KaT Kak IjaBa-
TEJIBbHBIC JIONACTH M KaK CBOeOOpasHble OalaHCUPBI IPH MJIaBaHUH (pHC. 46-0).
JlaHHbBIE TI0 AMOPHUOHATBHOMY PA3BUTHIO aMOyJIaKpajdbHOW CHCTEMBI y TO-
JOTYPU CBHJIETEIILCTBYIOT O €€ CIIOCOOHOCTH K TepecTpoiikam. [1pu pazButuu
OOJIBLIMHCTBA TOJOTYPUH NMPOUCXOAUT poTauus rufpouens. Ilpu sTom cBs3b
KaMEHHUCTOr0 KaHaljla ¢ THAPOLEJIEM MpephIBacTCs, HO 3aTeM, I0CIe POTaIUH,
BOCCTAHABJIMBACTCS, U KAMCHUCTBIN KaHaJl BHOBb COCIUHSCTCS C THAPOLEIIEM,
HO OTXOIUT OT HEro yxe B Jpyroi ero yactu (Runstrom, 1927) (puc. 10 — all,
alll u 611, 6111). Y coBpeMeHHBIX TONOTYpHuil umMeercs ot § 1o 30 u Gonee oko-
JOPOTOBBIX Iynael. lllynanbia ronorypuit pa3InaHbl IO TPOUCXOXK IeHHTO. 113
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Puc. 8. a — Mononast ronotypust Apostichopus japonicus; 6 — MOpckoit ex Arbacia punctu-
lata. OGo3HauyeHus: 1st p — mepBas aMOynakpaibHas HOKKa; pt — ICPBUYHBIC LIYTalbla; Op —
OKYJISIpHBIE (TepMUHAIbHBIC) HOXKKH (¢ — n3 Masaxos, Uepkacosa, 1992; 6 — mo Garman, Colton,
1883 u3 Dawydoft, 1948).

TIEPBUYHBIX BBIPOCTOB THAPOIEIS Pa3BUBACTCS 5 MEPBHYHBIX POTOBBIX MIyTIa-
JIeTl, @ OCTAJIbHBIE BTOPUYHBIEC LIyTalblla MPEICTABISIIOT BHIOU3MEHEHHEIE aM-
OynakpajibHbIe HOXKKH, HO M0 CTPOCHUIO OHM HE OTIMYAIOTCS OT NEepPBUYHBIX. B
XOJIe Pa3BUTHS y TOJIOTYPHI ¢ Pa3BUTBIMU PaualbHBIMU KaHAJIaMU NIEpBUYHbIE
LIymnaibla TePSIOT CBI3b C aMOYJIaKpaJlbHbIM KOJIBIIOM U COSAMHSIOTCS ¢ aMOy-
JaKpalbHBIMK KaHajamu (puc. 2a). Y yTpaTHBIIUX paJidajibHBIE KaHAJIBI TOJIO-
Typuit oTpsana Synaptida, BTOpHIHBIC ITyTadbIla HAOOOPOT Pa3BUBAIOTCS TIPSIMO
Ha aMOyJakpallbHOM Kouiblle (puc. 26). DTH MpUMeEphl HATISAHO MOKA3hIBAIOT
CIIOCOOHOCTB TOJIOTYPHIl HE TOJIBKO MEHSTh MECTOIOJIOKEHHE CTPYKTYP aMOya-
KpaJbHOH CUCTEMBI, HO ¥ UX (yHKUHIO. OUEeBUIHO, UTO JaOMIBHOCTh U CIIOCO0-
HOCTh K MEPeCcCTpOiike U BUJOM3MEHEHUIO aMOyaKpaJIbHONW CHCTEMBI U CBSI3aH-
HBIX C HEIO OPTaHOB y TOJIOTYPHH Ype3BBIYaiHO BbICOKa. He00X0mmmMo OTMETHTH,
YTO Ha BO3MOXKHOCTH Pa3HECEHHS B MPOCTPAHCTBE MECTa 3aKJIaIKH MEPBUIHBIX
IIymanen U paauaibHbIX KaHaJoB, ykas3piBall paHee Paiimynn Xayame (Haude,
1994; 2002). OH cuuTa:, 4TO «... TEOMETPHYECKH OI'PaHUYCHHOE TPOCTPAHCTBO
MKy (yHKIHOHAIBHO YBEIMYEHHOH 0a3albHON YacThIO MHILEBBIX LIyIaer]
MOTJIO CTUMYJIMPOBATh HEKOTOPBI OTHOCUTENBHBIA CABUT MEXIY LIyTaJblaMH
Y paJinabHBIMU KaHAJIAMH, ITOCIIEIHUE TPU 3TOM BO3HUKAIH B TOMOTPaUUECKH
“puKCHUPOBAHHON TOUKE” TIEPBHIX TI0 TPOUCXOXKICHUIO PaTHaTBHBIX 3JIEMCHTOBY
(Haude, 2002, p. 145), 1 9TO «... paguajgbHBIe OpraHbI IIAPOOOPA3HOTO MPEIKa COo-
XpaHsUIM CBOIO (PyHKIIMOHAJIBHYIO BaKHOCTD JlaXke Moclie penyKuuu ckenera. [lo-
9TOMY OHH JIOJKHBI OBbUTH Pa3BUTHCS B paAHATILHOM MOJOKEHUH, KOTOPOE MapKH-
pyeTcsi eMMHCTBEHHOW COXPaHUBILEHCS MMEPBOH TUIACTHHKOM MPEAKOBOTO aMOy-
JIAKPaJIBHOTO PAA, TO €CTh PAAHAIBFHBIM AIEMEHTOM OKOJIOTIIOTOYHOTO KOJIBIIA)
(Haude, 2002, p. 148). £, xak u Xayze, rmojiararo, 4To IMPOW30IICIT Pa3pbIB MK Ty
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pa3BUTHEM TEPBUYHBIX HIyTAaJell U paJnalibHBIX aMOyJaKpabHBIX KaHAJIOB, a
TaK’Ke, 9TO paJuajbHbIe OPTaHbl COXPAHUIH CBOIO 3HAYUMOCTH M TIOCIIE PEIyK-
LMY CKEJIETHBIX TTaCTUHOK. OJTHAKO 51 HE MOTY COTJIACHTBCS C TEM, YTO Pa3BUTHUE
panuanbHbeIX aMOyJaKkpaJbHBIX KaHAJIOB MPOUCXOJUT B MCXOIHOM paaHaIbHOM
MOJIOKeHWHU. HauanbHble 3Tarbl pa3BUTHS TIEPBUYHBIX IIyTaJiell y TOIOTYypHi 1
panuaNbHBIX KaHAJIOB OCTABHBIX UTIIOKOKUX CTOIb BEJIUKO (pHC. 8), 4TO TPYTHO
ce0e peacTaBuTh, 9TO M3MEHMIIM MECTO Pa3BUTHS NepBUYHBIE Iynanbia. Cko-
pee, I3MEHUIIOCh MECTO 3aKJIAJKH, MTO-BUIUMOMY, HCTOPHIECKH 00JIee MOJIOOH
amMOyJaKpabHOW YacTH.

Ha Bompoc 0 mpoHMCXOKICHHH OKOJOPOTOBBIX IIyMajel TOJIOTYpUH Mo-
KeT MPOJUTh CBET cTpoeHue cecTpuHckoil (Cameron, 2005 u np.) ams urio-
KOKUX Tpynmbl — kiacca Pterobranchia (tunm Hemichordata), koTopeie mMoriu
COXPaHHUTH MPHU3HAKU, CBOMCTBEHHBIE HX OOIIMM C UTIIOKOXKUMHU Tipenkam. Ecin
paccMarpuBaTh TOMOJIOTHIO IIEJIOMOB, TO YK€ IaBHO IPUHSATO (CM., HATI., TIpe-
kpacHyt crtatbio JI.M. dengoroBa (1923) 0 TOMOIOTHU TIETOMOB HTJIOKOXKUX,
KHUILEYHOXKAOCPHBIX M MOJIYXOPAOBBIX), YTO THAPOLEIh UTTIOKOKHUX TOMOJIOTU-
YEeH MEe30LEII0 MOJYXOPAOBBIX. Y NTepoOpaHXUil MapHbI ME30LeNb SBISCTCS
IIYMaJbIEBbIM [IEJIOMOM, BBIPOCTBI KOTOPOI'0 00pa3yroT LIyMalbIeBblil amra-
pat — sododop. ['oMoIoTHIO ITyIIaNell TOJOTYPHi U ITepOOpaHXUH TTPEIIToIa-
raj Cwmaitnm (Smiley, 1988), koTopbrii paccMaTprBall TONOTY P KaK HCXOIHYIO
JUTSL UTJIOKOXKUX Tpyriny. Huske s mpesiararo TurnoTe3y BOSHHKHOBEHHS TIaHa
CTPOCHHSI TOJIOTYPHIA, KOTOpas, KaKk MHE XOUeTCs HaJleaThcsl, OyJIeT MpoBepeHa
JAJBHEHITNMHU HCCIICAOBAHUSIMHE 10 OMOJIOTHUH Pa3BUTHS TOJIOTYPHA.

MOXXHO TIPEIIONIOKUTh, YTO TporpaMma pa3BUTHS aMOyJIaKpajJbHBIX Ka-
HAJIOB y WTJIOKOXHX COCTOWT M3 JBYX JTAIOB — IIYMAJbIEBOTO U COOCTBEHHO
amOymakpanbpHOTro. CKOpee BCEero, MIJOKOKHE MPOU3OIUIH OT MPEAKOB, KOTO-
peie Kak coBpeMeHHBIe Pterobranchia mmenu nrynanbiia, OBIBIIME BBIPOCTAMHU
Me3ouens. B monp3y Takoro npeanonokeHus CBHACTENbCTBYET TOT (PAaKT, U4TO
[P Pa3BUTUHU UTIOKOKUX pagralibHble aMOylaKpaibHbIe KaHaJbl 3aKJIaIbIBa-
FOTCSI KaK BBIPOCTHI OYCHB CXOHBIE cO Inynanbiuamu (puc. 8). ¥ Echinodermata
BBIPOCTHI ME30IIEIIsI CBOMCTBEHHBIE TIPEKAM UTIIOKOKUX OBIITN CHIIBHO BHJIOW3-
MEHEHBI U MPEBPATHIINCH B aMOyJIaKpajdbHbIe KaHAJIbl. BMecTe co CKeJIeTHBIMU
aJIeMEHTaMU OHU 00pa30Baliv crieu(UYHYO IS UTJIOKOKHUX CHCTeMy amOyJia-
KpoB. M3HauanbHO aMOynakpaibHble KaHaIbl U HOXKKH HECIH (YHKIIHIO yIaB-
JMUBAHUS U NIEpefadyl MHUIIEBBIX YaCTHUI[ KO PTY, a 3aTeM, Y CBOOOTHOKHUBYIIMX
Eleutherozoa, npuHsin Ha cebst U TOKOMOTOpHYIO QyHKIHIO. [lo-BUIMMOMY, B
Mopdorenese Eleutherozoa, a, MOJKeT OBITE, M BCEX UTJIOKOKHUX, OBLITH 3aKperiie-
HEBI JIBE TIOCJIEIOBATEIbHBIC TTPOrPaMMbl Pa3BUTHS aMOYJIaKpaIbHBIX KaHAJIOB:
riepBasi OoJiee IPEeBHSS MPOrpaMMa — pa3BUTHE BBIPOCTOB ME30IIEIs B BHJIC 1Ty~
najeu, KoTopasi Ha ONpelesIeHHOH cTaauy OJIOKUPYeTCs M MepeKyIroyaeTcs Ha
MpOrpaMMy pa3BUTHsI COOCTBEHHO aMOyllaKpalbHBIX KaHaJIoB. Tak, Ipy pa3Bu-
THW MOPCKHX €XKEH pa3BUBAIOIIUECS NIEPBUYHBIC YTIAJbIla U3MCHSIOT HAIPaB-

219



JICHUE CBOETO Pa3BUTHUSA, 3arM0ArOTCs Ha3al M JAIOT Hadajo amMOyJlakpajbHBIM
kananaMm. Y Eleutherozoa, ckopee Bcero, IMEHHO pauaibHbIe aMOyIaKpaTbHbIC
KaHaJbl MHIYLUPYIOT BISTYMBAHHUE SMUHEBPAIBHBIX CKJIAJOK, HA THE KOTOPBIX
o0pasyroTcs paguanbHblie HepBbl, a y Ophiuroidea u Echinoidea atu cknagku 3a-
MBIKAIOTCS, B pe3yJibTaTe yero oOpa3yroTcsi AMUHEBpaIbHbIC KaHAJbl. Y TOJIO-
TYpPUH TIPOU3OIIEI Pa3phiB MEXKJY STUMH JIByMsl TIOCJIEIOBATEILHBIMU dTallaMH
nporpammsl. Ilepsast yacTb mporpaMmsl craja BHOBb IIPUBOAUTH K 0Opa3oBa-
HUIO 5 MEPBUYHBIX IIyHaJell, a CIEAYIOIAs 32 HEH yacTh NPOrpaMMbl — pa3BHU-
THE COOCTBEHHO aMOyJIaKpaIbHBIX KaHAJIOB, CKOpEe BCEro, Oblila BUOM3MEHEHA.
OKBU(DUHAIBHOCTH Pa3BUTHSI IPUBOJUT K 00Pa30BaHUIO PaJUaIbHOTO KOMILIEK-
ca OpraHoB, TOMOJIOTHYHOTO PaJralbHOMY KOMIUIEKCY OPraHOB MOPCKHUX €3KEeH 1
npyrux Eleutherozoa, nadopmarus 0 CTpOEHUU KOTOPOTO XPAHHUTCS B TEHOTHUIIE
rosiotypuit. Ho panuanbHblii KOMIIJIEKC OPraHOB CTajl pa3BUBAThCA HA HOBOM Me-
CT€ U B IMYMHOYHOM TeJie rojoTypuil. M3-3a mponsomenero n3MeHeHHs! Ipo-
rpaMMBbl pa3BUTHS aMOyJIaKpaJbHBIX KaHaJOB ObUIa HapylleHa M cTporas Io-
CJIEIOBATENILHOCTD 3aKIaIKH aMOyIaKpaJlbHbIX HOKEK, CBOUCTBEHHAS MOPCKUM
exam (MpaBUIIO OKYJISIPHBIX IIacTUHOK Mooi u David).

B03MOXHOCTB 1MOI0OOHON «BTOPUYHOM PEKAMUTYJISIIMKY IIyIaJel] He Mpo-
TUBOPEYUT COBPEMEHHBIM NPEACTABICHUAM O MOP(POreHETHUECKUX MEXaHH3-
max pas3Butusa. Eme JLII. TatapuroB (1987) ykaspiBai, 9TO «... yriyOleHUE
MPEeICTAaBICHUH O MEXaHM3MaX OHTOreHe3a, B YaCTHOCTH, O JIATEHTHBIX MTOTEH-
LUSX, TO3BOJIMIIO CAENATh BBIBOJ O BO3MOXXHOCTH BTOPUYHOTO TOSIBJICHUS Y T10-
TOMKa MPHU3HAKA, YTPAYCHHOT'O Jjake SIMOPHOHAMH, €CIIN TOJIBKO COXPaHSIOTCS,
B TOH MIIM MHOW (opme, MOpPOreHETUYECKIE MEXaHU3Mbl, OTBETCTBEHHBIC 32
pa3BUTHE TAKOT'O MIPU3HAKAY.

Ecnu 3a ucxomHple 5 MI0OCKOCTEN MSATUIIYUYEBOM CUMMETPUH Y TOJOTYpUI
MPUHUMATh MJIOCKOCTH, B KOTOPHIX PAa3BUBAIOTCA 5 MEPBUYHBIX LIyNayel, TO
IJIOCKOCTH, POXOJSLINE Yepe3 PainycChl TOJIOTYpHH, Tonorpadguuecku oxa-
3BIBAIOTCS CMEIIEHHBIMHU MPUOJIU3UTEIBHO Ha 36 T'PaayCcoB MO OTHOIIEHUIO K
IJIOCKOCTSIM TISITHIY4eBOW cUMMeTpHH octalibHbiX Eleutherozoa, Ho panny-
Cbl Y TOJIOTYPUH IO CTPOCHUIO SIBISAIOTCA I'OMOJOIMYHBIMU pajguycam Apy-
rux Eleutherozoa n m3omopdHBI UM, Tak 9TO MOXXHO TOBOPUTH 00 MX COOT-
BETCTBHH.

JIOBOJIBHO TPYIHO TOBOPUTH O TOMOJIOTMU MEPBUYHBIX HIYMAJel U paau-
aJBHBIX aMOyJlaKpalbHBIX KaHAJOB TOJIOTYPHH U aMOyJIakpalbHBIX KaHAllOB
npyrux Eleutherozoa, Tak kak OHH IMEIOT €JUHOE TPOUCXOXKICHUE U, KaK ObLIO
[I0Ka3aHO BbIIIE, 00/1aJal0T 3HAYUTEIBHON CIIOCOOHOCTHIO K H3MEHEHHIO MeCcTa
pacnionioxeHus U GpyHKuui. S monpoOyro NpeAnpUHSATH TaKyIO IMOIBITKY HC-
XOJIS U3 N3JI0KEHHOH BbIIIe TUNOTe3bl. Ecnu cuntars amOynakpasibHble KaHaJIbI
UTJIOKOXKUX CIOKHBIM 00pa3oBaHUEM, Pa3BUTHE KOTOPOI'O MOApa3esseTcsl Ha
sTan o0pa3oBaHUs LIyNajell M Ha dTal Pa3BUTHS COOCTBEHHO aMOylakpalb-
HBIX KaHAJIOB, TO TOTJIa MOJKHO MPEIIOI0KHUTh, YTO IEPBUYHBIE IIyHaIbIA TO-
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POTOBLIE HOXKH —— POTOBLIE WYNaNbLUa —"

KONLUEBOW aMByNakpanbHsIA KaHan WHTEpaMEY naKp

panHanksHsIA
amBynakpanbHbIA KaHan

ambynakp

o TepMUHanbHLIe HOMKM— )
CTAHOAPTHAR MHTEPNMPETALWA

AKCUAMbLNIR

nepaubie wynansua Yy 1= cmoua mena

KONbUEBOR aMGyNakpanbHbIA KaHan

pagHanbHLIA
e aMEY NAKPANLHBIA KAHAN

npodonsHisil A
amBynaKpankHeil kawan W
V5

IHCMPKCURTLHAR IHCMPpaRCUANLHIR
CMeHKR Mena cmanka meana

MHTEPNPETALWA DAVID AND MOOI.
FHCTPAKCUNAPHO-AKCWNAPHAR TEOPHA

MepaUYHBIe WyNansua
KOMALUSBEOA aMmby NakpankLHLIA KaHan /

pagnansHsIA

amMBynakpanbHbIA KaHan

WHTERaMEY NaKp

\mEPMHHﬂHbH'bIB‘ HOMHKL

MHTEPNPETALIMA ABTOPA. TMNOTE3A NOOPA3OENEHWA
AMEYNAKPANEHOW CUCTEMBI FONOTYPMIA HA NEPBHUYHLIE LWYNANLLA
W PAOWANBHBIE AMEYNAKPANBHEIE KAHANI

Puc. 9. Paznuunble HHTEpIPETALMNA TOMOJOTHH OTIACIBHBIX YacTeld aMOylakpaabHOH cH-
CTEMBI TOJIOTYPUI — OOIIENpUHSATAsI HHTEpIpeTanus, HuTepnpetanns 3sugom 1 Myu B pam-
Kax 9KCTPAKCHIISIPHO-aKCHIISIPHOM TEOPUU W MHTEPIIPETANUs, IPEIOKEHHAs! aBTOPOM B HACTO-
siieit cratbe (mo David, Mooi, 1998 ¢ u3MeHeHUs MU U IOTIOJTHEHUSIMH).

JOTYPHH TOMOJOTUYHBI TEPMHUHAIBHBIM IIyTIaJIbIIaM OCTAJIBHBIX COBPEMEHHBIX
Eleutherozoa, a pagmanbpHBIE KaHAIBl TOJOTYPUH OYAyT TOMOJOTHYHBI COO-
CTBEHHO paJUaJIbHBIM KaHaJlaM OCTAJbHBIX HUTJOKOXKHX 33 MCKIFOYCHUEM HX
TepMUHAJIbHOU YacTu (puc. 9).

221



IIpn nepexone K NOABMIKHOMY 00pa3y >KHU3HU IEJOMOP(HON «IIPOrojoTy-
puM», BEHTpajdbHasi U AOpcajbHas CTOPOHBI KOTOPOH COOTBETCTBOBAJIU BEH-
TpaJIbHOW U JOPCaJbHON CTOPOHE JIMYMHKH, AOJKHA ObIa MPOU30UTH KOOP-
JUHALMS IATHIY4eBON U OunatepanbHoil cummeTpuil. OHa Obljia HeM30eKHOH,
MOCKOJIBKY OTKa3 OT MATHIYYEBOW CHMMETPUHU U BO3BpAlIEHUE K CTPOro Ou-
JaTepalbHOW CHMMETpPUU OBIT HEBO3MOXeH. llsTupaamanbHas CUMMETpHs,
[I0-BUJMMOMY, OKa3aJIOCh JKECTKO BKJIFOUEHHOW B MOP(OIreHe3 U CBSI3aHHOH C
pPa3BUTHEM TAKUX JKU3HEHHO BAXKHBIX CHCTEM OPraHOB Kak aMOyiakpaibHasi,
HepBHas U reMasibHasd. Cieapl 3TOro mpouecca KOOpAUHALMY OTYETIUBO MPO-
CIIC)KHMBAIOTCS IPU Pa3BUTHUU aMOYyJIaKpaJbHOW CHCTEMBl. 3aMbIKaHue aMOya-
KpaJIbHOT'O KOJIbIa, KOTOPOE MapKUPYeTCs MOJI0KEHHEM MOJIHEBOr0 Iy3bIps,
MPOMCXOIUT B MEAMAaHHOM muiockocTH auuuHKH (puc. 10 — I). Kamenuctsiii
KaHaJl pacroaraeTcs I0pcaabHO. Y OONBIIMHCTBA TOJOTYPHUHA B MajbHEHIIIEM
IIPOUCXOANT POTALUs aMOyJIaKpaIbHOIO KOJIbLia HAJIEBO, a MTOJUEB Iy3bIPb OT-
XOIIUT OT aMOYJIaKpaJbHOTO KOJIbLIA Y KE HE B MEJUAHHOM IJIOCKOCTH, a CJI€BA OT
uee (puc. 10 — all, alll u 61, 6111). [Ipn 3TOM CBSI3b KAMEHUCTOTO KaHaja ¢ aM-

Cucumaria Oestergrenia Leptosynapta
digitata inhaerens

g
8

Puc. 10. Cxema pa3Butue aMOyiakpasbHONH CHCTEMBI y TOJIOTYPHI (3aMbIKaHUE THPOLEIs,
poTarus THIPOIEeNs, I3MEHEHNE MeCTa OTXOXKICHUsI KAMEHHCTOT0 KaHala OT aMOyJIaKpaJIbHOTO
KOJIbLIA), BUJI C OpaJIbHOi cTOpoHsl: [-V — nepBu4HbIE IynanbLa, 0603Ha4eHHbIe [0 cucteme Jlo-
BEHA; P — [OJIMEB MY3bIPb; St — KAMEHUCTHIH KaHa, 1dr — jeBbIil JopcaibHbI paauyc; lvr — JeBblii
BEHTPAJIBHBII pagnyc; MVI — MEANOBEHTPAJIBHBIN paguyc; rdr — IIpaBBIii JOpCAIBHBIN PaIIyc;
I'VT — IpaBbIid BEHTPAJIBHBIN pannyc (mo Runnstrom, 1927, usmeneno).
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OyaKpaibHBIM KOJIBIIOM TIPEpHIBa- I
eTCs, a 3aTeM BOCCTAaHABIMBAaeTCA,

I
HO y»e Ha HOBOM MecTe (puc. 10 — I, ¥
al, all u 61, 61I). KameHucTsIil Ka-
HaJ MPHU 3TOM COXpaHseT CBOE II0- 1 T

JIOKEHUE B MEIUOIOPCATBHOM HH-
Teppaguyce pSIoOM C MEIHOIop-
calTbHBIM Me3eHTepueM (puc. 10 —a,
0). DTOT MOBOPOT, MO-BUAMMOMY,
PEKanUTYIUPYET CTAAUIO IIepexoaa

OT AaCUMMETPUYHOI'O K IIATUITy4YC- l

BOMY CTPOEHHUIO Y IPEIKOB COBpeE-

meHHbIM Eleutherozoa. Crienpr 310if I

CTaAuu IPOSBIAIOTCA B HAJIMUUU Y L

FOHOTypHﬁ 2-1-=-2 CUMMETPUU U Puc. 11. Cxema COOTHOIIEHHUS OCEH CUMMe-

. i -V —
OunarepanpHOil miockoctu (II-P), ~ TPHHMYToloTypuH V —nepumbIc mynasia
TOJOTYpUH, o0o3HayeHHEIe 110 cucteMe JloBeHa

COOTBETCTBYIOIICH MPUMOPAHANIb- ¢ yuerom 2 — | — 2 pacnonoxenns amM6yIakpoB
HOM IIIIOCKOCTH (bOH Vouma (Von no Hotschkiss; I'-V' — pagnanbHbIe KaHAJIB TO-

Ubisch, 1913; Hotchkiss, 1995, 1998; JOTYpHiA, CIBUHYTHIC TPUOIU3UTEIBHO Ha 36° B
Haude, 1994, 1995, 1997, 2002)  00ril'Elcuherozon nonoxenne: L - Gana-
(puc. 11). S monarato, 9TO HAJTMYME  TepajibHAs MIOCKOCTH CHMMETDHH TOJNOTYpHIi;
3TOM IIJIOCKOCTH OTPa)kaeT Ompejie- 1I-P — mpumopananbHas MI0CKOCTh CHMMETPUH
NeHHbIN dTan pa3Butus Eleutherozoa Gou Youuia.

1, CKOpEe BCEro, OHa COOTBETCTBYET

CTaJuu Iepexona OT aCUMMETPHUYHOrO K IMSTHIIYYEBOMY CTPOCHHMIO Ha JTarle
3aMBIKaHUs MTOAKOBOOOpa3Horo ruaponens B koibo (PoxHoB, 2008; Rozhnov,
2012). CmeHa e MecTa OTXOKACHUSI KaMEHUCTOr0 KaHasla OT aMOyJIaKpaJibHOTO
kounbia (puc. 10 — al, all u 61, 611) yka3piBaeT Ha TPOU3OLICIIINI TPOIIECC KO-
OpJIMHAINY MATUIYYeBOH U OunarepanbHOd cuMMeTpuil. OHAKO Y HEKOTOPBIX
rOJIOTYPUI IpoLecC KOOPJAMHALIMY MATUIYYEBOM CUMMETPUM B3POCIION CTaIuU
1 OujarepaabHONM CHMMETPUH JTMYWHKHU HUIET ele aanbpiie. B oTpsae Synaptida
y Leptosynapta inhaerens u 'y negomopduoii ronorypun Rhabdomolgus ruber
poranuu He mpoucxoauT (puc. 106). IlonmeB my3bIpb COXpaHIET CBOE HCXOTHOE
MEIMOBEHTPAJILHOE TOJIOKEHNE, @ METHOJI0PCATIbHBI KAMEHHUCTBIN KaHal HE Me-
HSET MECTO CBOETO OTXOXJAEHHUS OT aMOyJlaKpaslbHOro Kojibla. To ecTh mpouc-
XOIHUT COBMEIICHHUE OMIaTepaIbHON MIIOCKOCTH B3POCION TOJOTYpH, KOTOpas
COOTBETCTBYET OMIIaTepabHON TUIOCKOCTH JIMYUHKH, C TPUMOPANATIBHON TIIIO-
CKOCTBIO (poH YOwua.

OnHako 1en0 He OrpaHWYMBAETCS TOJIBKO COBIMAJEHHEM ILIOCKOCTEM CHM-
MeTpuu. B 3TOT mponece y neaoMophHBIX TOJOTYpHIl BOBJIEKAETCS U OIUH U3
OCHOBHBIX «aCHMMETPHYHBIX» OPTaHOB rOJIOTYpPUH — MUIIEBApUTENbHAS TPYO-
ka. [onoTypuu UMEroT neTaeoOpa3Hblii KUIICYHNK, KOTOPBIH, MO-BUANMOMY, Y
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Puc. 12. [lpukpenienne KUIIEUYHNUKA Y TONOTYpult otpsiga Synaptida: a — Chiridota laevis;
6 — Oestergrenia digitata; 6 — Leptosynapta minuta (a — u3 CmupHos, 1985; 6 — u3 Bather, 1900;
6 — u3 Becher, 1900).

HUX COXPAaHWJICS OT CUAAYEH aCUMMETPUYHON CTaJMH, HA KOTOPOH POT U aHyC
HAXOJMJIUCh HA IPOTHBOIOJIOKHON cyOCTpaTy cTOpoHE Tena. Y OOJBIIMHCTBA
TOJIOTYpHIA TIepBast HUCXOASINAS YaCTh KUIIIEYHUKA TTO/IBEIIIeHA K CTEHKE Tela Ha
MeIHOIOPCATPHOM ME3EHTEPHH, BOCXOAIIAS — Ha JIEBOM JIOPCATHHOM, a BTOpast
HUCXOAAIIAs HAa TIPAaBOM BEHTPaAJIbHOM Me3eHTepusix (puc. 12a). Y Leptosynapta
inhaerens KNIIEYHHK JENACT JHUIIb HE3HAYUTEIBHYIO METIIO B JIEBOM J0PCaTb-
HoM uHTeppanuyce (Cherbonnier, 1953), a y Oestergrenia digitata oH niepexoaut
B IIPaBbIl BEHTPAJIbHBIN IPAKTUYCCKHU HE jieias nemiu (puc. 126). Y negomopd-
HBIX Synaptida Leptosynapta minuta v Rhabdomolgus ruber XumedHuK HE ne-
naet rresia (Becher, 1906, 1907, Menker, 1970) 1 Ha BceM cBOeM MPOTSIKEHUU
MIPUKPEILISIETCS B MEIMOJIOPCAIIEHOM HHTEeppannyce (puc. 126). B nanHOM ciy-
Yae MOYKHO TOBOPHUTBH O TOM, 4TO Onaromaps nexoMopQo3y IpOUCXOAHUT MOTHAS
KOOpAMHALUS MIATUIYYSBON U OMJIaTepabHOM CHMMETPUI U 00pa30BaHUIO CO-
BEpIIEHHOH MeHTapanaIbHO-O0nIaTepaIbHON CHMMETPHH.

3AKJIFOYEHUE

1. bunarepayipHas MIOCKOCTh CHUMMETPUHU TOJIOTYPUN COOTBETCTBYET OH-
HaTepaHbHOﬁ IJIOCKOCTHU CUMMETPUU UX JIMYUHOK U, COOTBCTCTBEHHO, UX BCH-
TpaJibHasd U 10opcajibHass CTOPOHBI COOTBETCTBYIOT BeHTpaJ’IBHOfI u IIOpC&HLHOﬁ
CTOPOHE JTMYHHOK.

2. YV romnorypuii mpomsomia AuQQepeHnnanus panraibHbIX amOyna-
KpaJbHBIX KaHAJOB Ha NIYMAJbIEBYI0 U PaJAHalibHO-COMATHYCCKYIO YacTH. 5
MIEPBUYHBIX BBIPOCTOB THJAPOIICIS JAIOT HAYajao 5 MEPBUYHBIM IIYyMAJIblIaM, a
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5 paguanbHBIX KaHAJOB PA3BUBAIOTCA IMO3THEE MEXIY HUMH. DTO MPHUBEIO K
nuddepeHrany GyHKIHH aMOyTaKkpaibHON cCUCTeMBbI ronoTypuid. OHa mof-
pasnmenuiack Ha: 1) HEHTPAIBHYIO YacTh MPEACTABICHHYI0 aMOylaKpalbHBIM
KOJIBI[OM, TIOJIUEBBIM My3bIPEM U KAMEHUCTBIM KaHAJIOM; 2) IIYMaJbIeBbIA arl-
napaT, BEITIOJIHSIOIIUH B OCHOBHOM (D)YHKIUIO MUTaHUs, U 3) paguanbHble aMmOy-
JaKpaJbHbIe KaHaJbl, HECYIIUE JJOKOMOTOPHYIO (pyHKIIHIO.

3. BRIIBHHYTO TIPENITOIOKEHUSI, YTO TIOAO00HOE CTPOCHHE aMOyITaKpaIbHON
CUCTEMBbI BO3HUKJIO B PE3YJIbTATE Pa3/ICiICHUS BO BDEMEHH U IPOCTPAHCTBE PAHEE
€IMHOM MPOTrPaMMBbl pa3BUTHS aMOyJIaKpOB, KOTOPast COCTOSIA U3 JIBYX CTaIHIA:
pasBUTHS LIyNajel |, mocje OJOKUPOBKU 3TOW CTaguM, Pa3BUTHsI COOCTBEHHO
amOyJakpajbHBIX KaHaJioB. [lepBast 4acTh mporpaMMbl BHOBb CTajia IPHBOAUTH K
00pa30BaHMIO 5 MEPBUYHBIX IyTIAJIEII, & CIIEAYIONIas 38 Hel 4acTh MPOrpamMMbl —
pa3BUTHE COOCTBEHHO aMOyJaKpalbHBIX KaHaJIoB Oblla BHIOW3MEHEHA. Pamm-
aJpHBIe aMOyJlaKpabHBIE KaHAJBI CTANIA 3aKJIabIBATHCI MEXKITY TEPBUYHBIMA
urynaisiuaMu. PangnanbHble SMMHEBPAbHBIE HEPBHBIE CTBOJIBI CTAIN Pa3BUBATh-
Csl KaKk BBIPOCTHI 3a4aTKa SMUHEBPAIBHOIO HEPBHOI'O KOJIbIIA, a SIMUHEBPAJIbHBIE
KaHaJbl — yTeM 00pa30BaHUs MOJIOCTH B TKaHH, JIeKallel KHApyXH OT pajiu-
aJBHBIX HEPBOB. HecMOTps Ha M3MEHEHHOE pa3BUTHE SKBU(PHHAIBHOCTD MTPHBO-
JTUT K 00pa30BaHUIO y TONOTYPUH PaHaIbHOTO KOMITJIEKCa OPraHOB TOMOJIOT Y-
HOT'O0 TaKOBOMY MOpPCKHUX exeil u npyrux Eleutherozoa. XoTs Tomorpadudeckn
paauabHbI KOMILIEKC Y TOJIOTYPUM CABUHYT OTHOCUTENIBHO PaaraIbHOIO KOM-
miekca ocranbHbIX Eleutherozoa, Ho oHU SBISIIOTCS M30MOP(HBIMH.

4. V3MeHeHHEe OHTOTEHE3a Ha CTAJAWHU 5 TMEPBUUYHBIX IIyMaliell, KOTOPOe
OBLIIO BBI3BAHO MX 000COOJICHHEM, BO3MOXHO, TIPUBEIIO K TOMY, YTO Pa3BUTHE
C KatacTpoQuIeCKuM MeTaMop(0o30M, IPH KOTOPOM BCE TEJO JTHIHHKHA PE30P-
OupyeTcs, a B3pOCIOe TeII0 CTPOUTCS MPaKTUIECKU 3aHOBO, OBLIO IIPEPBAaHO HA
panneii ctaauu. OHTOreHe3 CTaj SBOJIOTUBHBIM, & CaMO Pa3BUTHE ObIJIO CHIIb-
HO Bujou3MeneHo. [Ipounsomnua yrpata karactpodudeckoro Mmetamopdosa, uto
MpUBeia K YCHJIEHHIO T€TEPOXPOHUU Pa3BUTHS NPU3HAKOB, OTHOCSIIMXCS K
Pa3HBIM KOOPIWHAIMOHHBIM HernsM. [Ipu 3ToM pa3nudHble OpraHbl CTaln 00-
Pa30BBIBATHCS TE€TEPOXPOHHO. Y TOJOTYPUM TEJIO B3POCIOr0 OpraHu3Ma cTajio
pPa3BUBAThCS HA OCHOBE TENa JIMYMHKH, & JTUYMHOYHBIEC TKAHU YACTUYHO BKIIIO-
4aTbCsl B COCTAB B3POCIOro opraHusma. Takum 00pa3oM rojloTypHH SIBHO SIBIISI-
FOTCS TIEIOMOPQHOI 10 MPOUCXOKACHUIO TPYIIIOH JKUBOTHBIX.

5 TemomopdhHOE MPOUCXOKICHUE OOBACHSAET CTPOCHHE TaKUX MPU3HAKOB
TOJIOTYPHUH KaK OTCYTCTBHE OCEBOTO KOMILJIEKCA OPTaHOB B B O(OPMIICHHOM
MOP(hOIIOTUYECKN €AMHON CTPYKTYPBI, pEAYIIHPOBAHHBIIN CKEJIET, a TAKKE 0CO-
OEHHOCTH CTPOCHUS MX aMOyJaKpajIbHON CHCTEMBI — pa3HECEHHE BOZHUKHOBE-
HUSI BO BpDEMEHHU U MPOCTPAHCTBE IEPBUYHBIX IIYTIAJIEI] U pauaIbHBIX aMOyia-
KpaJabHBIX KaHAJIOB.

6. Y TONOTYpHi TPOUCXOIUT KOOPAMHAIIUS MSTUIYYCBON U OUIaTepaibHON
cUMMeTpHil. buitarepaibHasi CHMMETPUS FONOTYpPUIA BOZHUKAET HE 3aHOBO, a HA
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OCHOBE OMiIaTepaibHON CHMMETPUHU JIMYWHOK M, BO3MOXKHO, JAJIEKUX MPEIKOB
Deuterostomia.

7. B xmacce Holothuroidea oTu€TimBO MpOCIEKUBAIOTCS CIEIbl U3MEHE-
HUSI CHMMETPHUH Ha Pa3HBIX CTAJUSIX OHTOTEHE3a, KOTOPhIE OTPaXKAIOT CTAJIHU
ux (UIOrCHETUYECKOro pa3BuTHs. 1) bunarepanbHO-aCUMMETPUYHAS CTAJIHS,
CBOMCTBEHHAsI JIMYMHKAM TOJIOTYPUU W, BO3MOXKHO, MMEBIICECS Y AJICKHX
npenkoB Deuterostomia. 2) Ctaausi HEMOJHON MEHTapagualbHON CHMMETPHHU
(2 = 1 — 2) ¢ acHMMETPUYHBIM PACIOJIOKEHHEM psiJila BHYTPEHHUX OPTaHOB,
cBoiicTBeHHasi coBpeMeHHbIM Eleutherozoa. Ona, ckopee Bcero, oTpakaer cra-
JIUIO TIEPEXO/ia OT aCHMMETPUYHOIO K MSATHIYYEBOMY CTPOCHHUIO Ha dTalle 3a-
MBIKaHHUSI TIOJIKOBOOOPA3HOTO THUJIPOLIEHS B KOJBIIO U XapaKTEPU3YESTCsl HaJH-
YUeM TTPUMOPIUAIBbHON TuTockocTH Gon Youma. 3) [lenrapanuanpHo-Ounare-
palbHO-aCHMMETPUIHON CTamusi cBoWcTBeHHas OonpmuHCTBY Holothuroidea,
JUIS. KOTOPOM XapaKTEepHO HallMdWe IJIOCKOCTH OMiiaTepaibHON CUMMETPHH,
COBITAJIAIONICH C OHMIIATEPAIBHON TUIOCKOCTBhIO JTUYMHKH. 4) CTaaus MOIHOM
MIeHTapaIualibHO-OnIaTepaIbHOH CHMMETPHH, CBOMCTBEHHAS MEAOMOP(GHBIM
roJOTypusiM U3 oTpsiza Synaptida, KoTopasi XapaKTepH3yeTcs COBMELICHHUEM
OnylaTepanbHOM MIOCKOCTH B3POCIBIX TOJIOTYPHUM M, COOTBETCTBEHHO, Omia-
TepalbHOH MJIOCKOCTH JIMIHMHKH, C TPUMOPIHATIEHON TIJI0CKOCThIO (hoH YOua
U MSITUITYYEBOU CUMMETPHEH.
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SEA CUCUMBERS SYMMETRY (ECHINODERMATA: HOLOTHIROIDEA)
A.V. Smirnov

In this paper we analyze different types of symmetry, which exists in the class Ho-
lothuroidea. They refer to stages of evolutionary development of this group and a role of
paedomorphosis in its origin. A new hypothesis, which explains a peculiar structure of
sea cucumbers ambulacral system, was set up. We suppose that this peculiarity is con-
nected with the spatial and temporal separation of the primary radial tentacles and radial
ambulacral channels development. We argue a homology of radial ambulacral channels
of sea cucumbers and radial ambulacral channels of other Eleutherozia.

Keywords: sea cucumbers, symmetry, pacdomorphosis, heterochrony.
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Mopdghocenes 6 uHOUBUOYATLHOM U UCTIOPUYECKOM PA3BUMUN: CUMMEMPUS U ACUMMEMPUSL
Cepus «l'eo-6uonoeuueckue cucmemvt 8 npownom». M.: IMH PAH, 2013. C. 232-240
http://'www.paleo.ru/institute/publications/geo/

CUMMETPU S, ACUMMETPUS U JUCCUMMETPU S
Y MOPCKHUX EKEN

A.H. CoJioBbEB
Tlaneonmonoeuueckuil uncmumym PAH, Mockea
ansolovjev@mail.ru

PaccmoTpeHsl pa3BUTHE IBYCTOPOHHEH CHMMETPHH IAaHIHUPS MOPCKHX
eXell B Mpolecce SK30LUKIN3AHNN, a TAKXKE SBICHUS TUCCUMMETPHUH,
MIPOSIBJIAIOIINECS B CTPYKTYPE MapHBIX HHTEPaMOYIIaKpOB 1 allMKaIbHOM
cuctembl. CBoeoOpa3Hasi MeTaMepHsi CBOMCTBEHHA aMOYIaKPaIbHBIM IT0-
JSIM, JUTSL OTAGNBHBIX 3JIEMEHTOB KOTOPBIX XapaKTepHa CHMMETPHS 1100~
Ousl — onepauys TPAHCIALUU B KaXKIOM I10JI€ IPUBOJUT K MOBTOPEHHIO
(OPMBI, HO HE IIPOUCXOJUT PABHOT'O COBMEIIICHHU S OTACIIBHBIX [IACTHHOK.
3HayuTeNbHAs ACHMMETPHUS NEeTaJIONJ0B Yy HEKOTOPHIX HENpPaBHJIBHBIX
MOPCKHX €KeW CBsi3aHa C BBIIOJHEHHEM aMOyJIaKpaJbHBIMH HOKKaMH
Pa3InYHbIX QYyHKIHUHA B CMEXKHBIX psiiaX IeTaJOUI0B.

[IpaBHJIBHBIM MOpPCKUM €XaM CBOWCTBEHHA pajualibHas MATUIyYeBas
CUMMETpHs, MPABUIBHOCTh KOTOPOH HapyIlleHa PsAOM IJIOCKOCTEeH CHMMe-
Tpuu. Hambosee BrIpaxeHbl — MagpernopoBas MIOCKOCTh, KOTOpask MPOXOAUT
yepes 2-if naTepamMOynakp u V-ii amOynakp (B Heil HAXOIUTCS MaJPENOPHUT)
u mockocTh JloBeHa, mpoxoxsimas gepes I1I-if amOynakp u 5-if uHTEepamoOy-
nakp (puc. 1). M3BecTHO, 4TO y (GOpPMUPYIOLIUXCS B Ipolecce MmeTaMopdo-
3a mpaBUIbHBIX (Paracentrotus lividus, Echinus microtuberculatus, Arbacia
pustulosa) u HenpaBWIbHBIX (Echinocardium cordatum) MOpCKUX exen
B PACIOJIOKECHUH CKEJICTHBIX IJIACTUHOK, MEAUNECIUISIPUIA W UTI pa3indaeTcs
OwmsiarepaibHas CUMMETpHSI, TUIOCKOCTh KOTOPOH TepeceKkaeTcs ¢ IMIOCKO-
CTBIO CUMMETPHHU JTUYUHKHU — DXHHOIIIYTEyca 10 MPOJOJIBHON OCH JIMUMHKH
MOJ MPSIMBIM YTJIOM. 3aTeM 3Ta «IPUMOpJUajbHas OuiarepalibHasi CUMME-
TPHUSI» CMEHSIETCSl paguaibHOW CHMMETpPHEH, KOTopas y HpaBHUIBHBIX MOP-
CKHX €Xell CTaHOBHUTCS OKOHYATEJIbHOW, & y HENpPaBHIBHBIX BhIpadaThIBa-
eTcsl HoBasi OwmuiarepalibHas CUMMETPHS, IIOCKOCTh KOTOPOH (ymoMsiHyTas
BBIIIE TJIOCKOCTh JIOBeHA) He COBMAJAET ¢ «IIPUMOPIUATLHON TIIIOCKOCTHIO
(UBanoBa-Kasac, 1978).
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Puc. 1. Cxema cTpoeHHs MaHLUPS MPaBUIbHOIO MoOpckoro exa Echinus (¢ — Bua ¢ abo-
panbHOl U 6 — opanbHON cTopoH). O003HAUSHHMS: ap — alMKaJIbHasl CHCTeMa, M — MaAPETIOpHT,
an — aHyc, pr — IePUCTOM; PUMCKUMU IppaMu 0003HaYCHBI aMOyJIaKpaJbHBIE MOJS; apa0CKUMU
nudpamu 0603HaUeHBI HHTEPaMOyJIaKpaslbHbIE MOJIS; CIUIOLIHOI JIMHUEH TO0Ka3aHa MIOCKOCTh
JloBeHa, MyHKTUPHOI JTHHUEH — MaJpernopoBas II0CKOCTh (110: [(pskoHOB, 1923; n3MeHeHo).

JuccummeTpus maHIUps IPOSIB-
JsieTCI HeOOBIYHBIM 00pa3oM y Tpa-
BHJIBHBIX MOPCKHUX €Xel KaiiHO301-
ckoro cemeiictBa Echinometridae
(puc. 2). Y psaa pomoB 3TOro ceMeit-
CTBa TAHIHPh HMEET DIIIUITHYE-
CKy10 (hOpMY; IIIMHHAS OCh AIIIUIICA
nepecekaer 0chb, COOTBETCTBYIO-
1Iyro miockoctu JIoBeHa o yriom.
VYV pasHbIX POJOB ITOTO CEeMEUcTBa
9Ta OChb paCIONaraeTcst TPeMs CIIo-
cobamu: (1.) yepe3 OKyISIpHYIO IJa-
ctuHKy | u renurtanshHyio 3 (pox
Echinometra), (2.) uepe3 OKyJsp-
HYIO IUNIACTUHKY Il U reHuTasbHyo
4 (ponm Heterocentrotus), (3.) depes
OKYJISIpHYIO mnacTUHKy IV u re-
HUTanbHyt0 1 (pox Zenocentrotus).
Takum 0Opa3oM, NaHIKPH B CiIydae
(2.) MOXHO YCTIOBHO CUUTATh JICBBIM,
a B ciydae (3.) — mpaBbIM U OHH CO-
CTaBIISIOT JJUCCAMMETPHYHYIO TIAPY
(Moore, Fell, 1966). bonpmmHaCTBO

fa i

Puc. 2. HeoObuHas (ammunruyeckas) dop-
Ma TMAHOUPs Yy HNPaBHIIBHBIX MOPCKUX eXeil
cemeiictBa Echinometridae: a — Echinometra
(mpononbHAst OCh IPOXOAMT dYepe3 amOyIakp
I u unrepambynakp 3); 6 — Heterocentrotus
(mpononbHAst OCH MPOXOMUT depe3 amOymaxp 11
u untepamOynakp 4); ¢ — Zenocentrotus (npo-
JONbHAsl OCh IIPOXOOUT dYepe3 amOymakp IV
U uHTepamOynakp l); e — anukanbHas cUCTEMa.
Hanuupu Echinometra n Heterocentrotus Mox-
HO paccMaTpuBath Kak JieBbli (JI) u mpassrii (11)
sHaHTHOMOpP(EI. OG0o3HaueHus: A aHyc; * Ma-
JIpenopuT; | HampaBJleHHE MEPEeMElIeHUs aHy-
ca K 3agHeMy Kpato maHiups (mo: Moore, Fell,
1966; u3mMeHEHO).
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Puc. 3. Cxema cTpoeHUs MaHLIMUPsI COBPEMEHHOTO HENPaBUIIBHOTO MOPCKOro exa (Spatan-
gus): BUJ ¢ abopaibHOI 1 opaabHON cTopoH. Ha opanbHOI cTOpOHE BUAHO CHMMETPHUIHOE pac-
MOJIOKEHHE CTEPHATBHBIX (St) M SIMHCTEPHAIBHBIX (€p) TIACTUHOK IIACTPOHA, a TAK)KE MapHBIX
untTepamOynakpos 2 u 3; 1 u 4. O603Ha4yeHus: ap — alMKajibHasl CHCTEMa, M — MaJPEHOPHUT, pr
— IIEPUCTOM, PIp — IPUPOTOBEIE HEMAPHEIE HHTEPaMOyIaKpalbHble INIACTHHKY, 1b — 1abpymM, fas
— cybaHanpHas Qacuuona, pet — NeTajlouabl; CIJIOMIHON JIMHUEH MMOKa3aHa IMIOCKOCTh JIoBeHa
(mo: JIpsikoHOB, 1923; U3MEHEHO).

9XWHOMETPUI 00MTAaeT Ha KOPAJLIOBBIX pH(]ax, B MOJOCTAX U U3BHIUCTHIX XO-
Jax M3BECTKOBOTO CyOCTpaTa; HEKOTOpBIE SIBIISIIOTCA cBepinibliukamu. llo-
BUIMMOMY, (OpMa MaHIUPS 3TUX MOPCKUX €Xel JaeT MpeuMyIecTBO s 00u-
TaTeJeld COOTBETCTBYIOIIMX OMOTONOB M CBsi3aHa ¢ MX 00pa3oM Xu3HHU. Bepo-
SITHO MX MpaBU3HA WJIM JIEBU3HA HE UTPAIOT B JAHHOM CJIyyae CyIIECTBEHHOU
ponu. OHa omnpenenseTcss paHHUMH CTaJAUsIMU [IOCTIapBaJIbHOIO OHTOT€HE3a, B
YaCTHOCTH, TIOPSIJIKOM 3aKJaJIKK TeX WM WHBIX IJIACTHHOK MPU MeTamopdose.
ITimockocts JIoBeHa c1ab0 TIPOSBIIAIOMIASCS Y TPABUIIBHBIX MOPCKHX €KEH, XOpOo-
LII0 Pacro3HAETCs y HENPAaBUIBHBIX MOPCKHX €KEH, T. K. BAOJIb Hee IPOUCXOIUT
CMELICHHUE K 3aJIHEMY KParo MaHIUPs HEPUIPOKTA, BHILICALIETO U3 ATUKATIBHON
cucTeMbl (pouecc 3xk3onukan3anun) (ComaoBsEs, Mapkos, 2004), a mepuctoma —
K ero nepeaHeMy Kparo; OHa CTaHOBHUTCS, MO-CYIIECTBY, CATUTTAJILHON MJIOCKO-
CTBIO U OTHOCHTEJIBHO HEe TIPOUCXOST BCE MPe0Opa3oBaHusi CHMMETPUH TEJa.
@dopMupOBaHUE [IByCTOPOHHECUMMETPUYHOIO IAHUUPA Hauboiee SpKo
MIPOSIBIISICTCSI B BOJIIOLMHU OTpsiga Spatangoida (3epKaJibHO paBHBIE CTPYKTY-
pBl HUKHEH MOBEPXHOCTH MAHLHUPS — IUIACTPOH C KPYIMHBIMHU CTEPHAJIBHBIMU
MJIacTUHKaMH, aM(UIUIAKOUAHbIE TapHbIE HHTepaMOyIaKpbl; dTMOJIMUTHYECKAs
anuKaJbHasi CHCTEMA C YeThIPbMS MU JIBYMsI TCHUTAJIbHBIMU ITOPAMH M CHIIBHO
BBITSIHY TOM MaJIPETIOPUTOM, Pa3JICISIIOIINM 38/ IHAE TCHUTAIIbHBIE U OKYJISPHBIC
mractuHKH) (ConoBbéB, 1983). HamOoipimero coBepIieHCTBA IBYCTOPOHHSS
CUMMETPHS IOCTHTAET Y KaWHO30MCKUX MpeacTaBuTeneit otpsaaa (puc. 3). Jo-
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Ka3aHbl OYEBUIHBIC [IPEUMYIIECTBA SK30LUKIN3MA U YKa3aHHBIX CUMMETpU-
YEeCKMX MpeoOpa30BaHMii; OHM OBIJIM CBSI3aHBI C OCBOCHMEM DBIXJIBIX JOHHBIX
0CaJIKOB M C HEOOXOMMOCTBIO aKTHBHOI'O IIEPEIBM)KEHUS B TOJILIE TPYHTA 3aKa-
nbIBarOIUXcsl GopM, KAKOBBIMU SIBIISIOTCS OOJBIIMHCTBO ClIaTaHToM0B. Bme-
CTE€ C Te€M, BCTpeUarloTCcsd pa3nyHble OTKJIOHEHUS OT MPAaBUIBHON JBYCTOPOH-
Hell cummeTpud. OTMETHM HEKOTOPhIE U3 HUX. B HEKOTOPBIX IBOJIOIHOHHBIX
JUHUAX, HapUMeEp, B JIMHUM HO3aHeMesnoBoro poaa Micraster (IlocnaBckas,
MocksuH, 1959; [locnackas, ConoBbéB, 1964, 1998, 2009) acuMMeTpUIHBIMH
CTaHOBSTCS aJopalibHble YacTH 1-ro (mpaBoro) u 4-ro (JieBoro) HHTEpamOysa-
KpPOB — U 9TO COXpaHsieTcs y Bcex Ooliee MO3JHUX BUAOB BILIOTH /IO MO3IHETO
kammaHa. B 1-m uaTepamOynakpe oOpasyeTcs B caHTOHE Y M. rostratus mMepu-
JIOTIJIAKOUIHASL CTPYKTYpa — K MPUPOTOBO MJIACTUHKE NMPUMBIKAET OJHA Clie-
IyIoIast 3a Hell MIacTHHKA, a 4-i mHTepaMOyIakp BCeraa ocTaeTes aMpuILIa-
KOMJIHBIM (K MPUPOTOBON MJIACTHUHKE MPUMBIKAIOT BE MJIACTUHKH). DTH BHbI
C TAaKOW CTPYKTYpOH MHTEpaMOyJIaKpOB MOXHO Ha3BaTh «IIPaBBIMU» (JIEBBIX
SHaHTHOMOP(OB CPEIN HUX HET); ITOT (PEHOMEH MOKHO CUHTATh MPOSIBICHUEM
muccumMmeTpun (puc. 4). MexaHn3Mbl 3HAYUTENbHBIX U3MEHEHHI KOH(UTypa-
MU TJIACTUHOK M MX OTHOCHTEILHOTO pa3Mepa B Ipoliecce OHTO- (UiioreHes3a
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Puc. 4. DBoonoHHas TMHUS TTO3HEMEI0BOro poja Micraster. [lanuupu u300pakeHsl ¢
OpaJbHOM CTOPOHBI; HHTEpaMOyIaKphl 3alOTHEHBI Toukamu: a — Micraster subglobusus Posl.
HWKHSISL YaCTh BEPXHEro TypoHa, 6 — Micraster cortestudinarium Goldf., BepxHuii TypoH — HUX-
HUH KOHBSIK, 6 — Micraster coranguinum Klein, BepXHuil KOHbSIK — HIXKHHH CaHTOH, 2 — Micraster
rostratus Mant., cantoH, 0 — Micraster schroederi Stoll., HMKHSIS YacTh HMJKHETO KaMIlaHa, e
— Micraster coravium Posl., BepXHsist 4acTh HI)KHEro KamiaHa, oc — Micraster brongniarti He-
bert, BepxHuit kammnas, 3 — Micraster grimmensis Nietsch., BepXHssl 9acTh BEpXHETro KaMIIaHa.
O003Ha4YeHUA: Pr — NEPUCTOM, St — CTepHAIbHBIC TUIACTUHKH IJIACTPOHA; apaOCKUMU UppaMu
00o03HaueHbl HHTepaMOynakpsl ([TocmaBckas, MockBuH, 1959; ConoBbés, 1998).
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Puc. 5. AnopanbHble 4aCTH NAHIUPS IOBEHUIBHBIX IK3eMILTApOB Echinocardium cordatum
Ha MaHuupe AIuHOU: a — 1,45 MM u 6 — 3,1 mmM. [lapannensHble psiAbl TOYEK MOKPHIBAIOT 30HBI
TpaHCIOKaluu miacTuHOK. Macuitabubie nuHeliku 0,2 mm (McNamara, 1987).

OOBSCHSIOTCS SIBJICHHEM MEPUIMOHAIIEHOW W 3KBAaTOPUATLHON TPAaHCIOKAIIMH.
B pesynbrare 5T0ro SBJICHUS MPOUCXOJUT HEPABHOMEPHBINM POCT M pe30pOuus
Y4aCTKOB IIJIACTUHOK, NPUBOAANINC K «CKOJIBXCHUIO» HIBOB MCXKAY OTACIIBHBI-
MU UIacTuHKamu (puc. 5, 6) (McNamara, 1987).
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Puc. 6. Pacnionoxenre anopanbHBIX IUIACTHHOK: ¢ — y IOBEHHJIBHOTO U O — B3pOCIIOTO DK3eM-
isipoB Protenaster australis. BunHa oHTOreHeTHIECKast SKCIIAHCHS BTOPHIX IUNIaCTHHOK HHTEPaM-
OynakpoB 1b u 4a (3aII0JIHEHBI TOYKAMH) ITy TEM SKBaTOPHAIBHON TPAHCIOKAIUH MEX Ty ILITaCTHH-
KaMi | 1 2 CMEXHBIX HHTepaMOyJIaKpaIbHEIX PSAJIOB — COOTBETCTBEHHO la n 4b. MacmrtabHas
JMUHEWKa 1T OBEHIIIBHOTO 3K3eMILIsIpa — 5 MM, 11 B3pociioro — 40 mm (McNamara, 1985).
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Puc. 7. Penykuus reHuTaIbHBIX [IOP HA Pa3HbIX 'EHUTAJbHBIX IJIACTUHKAX B allMKaJIbHOM
cucTeMe MOPCKHX exelt oTpsaga Spatangoida: a — Cyclaster, BepxHuUit Men (OTCYTCTBYET mopa
Ha 2-# nIacTUHKe — Majpenopurte), 6 — Orthaster, BepXHUI Mell (OTCYTCTBYET 1opa Ha 4-if mia-
CTHHKE), 6 — Kertaster, najeolneH (OTCYTCTBYET HMOPbI Ha 2-i U 3-if TiacTuHKax), e — Plesiopa-
tagus, 0IIEH(OTCYTCTBYET MOPHI Ha 1-if u 2-if mnacTHHKaX), 0 — Anabrissus, COBp. (OTCyTCTBYET
nopa Ha 3-i ninactunke). CM. Takxe puc. 8.

Jpyrue nposiBIeHUs! ATUCCUMMETPUH MBI BCTPEYAEM B CTPYKTYPE allMKaJIb-
HOHM CHCTEMBI. DTO CBS3aHO C PENYKIIMEH OXHOW WMJIM IBYX TOHAJ M COOTBET-
CTBEHHO — I'€HUTAJIBHBIX MOP HAa Pa3HBIX TeHUTAIBHBIX IIACTHHKAX (puc. 7).
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Puc. 8. Cxema pacnosoxeHus reHuTaJbHbIX [OP Ha FeHUTAJIBHBIX MJIacTUHKAX (1-4) anu-
KaJIbHOM CHCTeMBI MOPCKHX exeil orpsiia Spatangoida (OKyJsipHbIE INIACTHHKH HE ITOKa3aHbI).
C — cummeTpuyHOe pacronoxenue nop; I[1 — “mpaseie” popmer, JI — “neBie” GopMbI; HEBCTpE-
YAIOIIMECs COUSTAHMsI 3a4E€PKHYThI; M — MaAPEIIOPHUT; T U J — JICBBII U NPaBblii SHAHTHOMOP(BI.
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HazoBem 1eBbIMH AMICCHMMETpUYECKHE MOAM(DHUKAINHN, KOTJIA COXPAHSIOTCS
TTOpHI (0JTHA WITK JIBe) Ha 3-i 1 4-1 (JIeBBIX) TeHUTAJIBHBIX TUIACTHHKAX U TIPaBhI-
MH T€ MOAU(PHUKALIUH, Y KOTOPHIX COXPAHSFOTCS OJ{HA UIIU JIBE TIOPHI Ha 1-i u 2-if
(mpaBbIX) TIACTUHKAX. YacTOTa BCTPEYAEMOCTH ITUX MOJUPUKALIHNA Pa3TUIHBI
(puc. 8). I3 9-T BO3MOKHBIX BapHalluii TPU HUKOIa HEe BcTpedaroTcs. Tonbko
JIBE MOJTU(HKAIIIHN COCTABIISIOT «3ePKaAILHYIO Mapy»: JeBast (OTCYTCTBYET rmopa
Ha 2-i TIJIaCTUHKE) W MpaBas (OTCYTCTBYET IMopa Ha 3-i MIACTHHKE) TIPH STOM
OTCYTCTBHE TIOPHI Ha 2-H MIIACTHHKE (MaJpETopuTe) — sIBIIeHNE 00bIYHOE (HaYH-
Has ¢ KOHI[a TIO3/THETO MeJia OHO MPHUCYTCTBYET Y MPEICTABUTEICH HECKOIBKUX
cemeiicTB — Cyclasteridae, Shizasteridae, Isasteridae u 1p.), a OTCYyTCTBHE TIOPHI
Ha 3-# MIaCTHMHKE BCTPEUCHO TOJIBKO Y OAHOTO COBPEMEHHOTO poaa Anabrissus
(cemeiictBo Brissidae) (puc. 7). Penykiuuo mopsl Ha MaJpernopuTe jerde 00b-
SCHUTBH (YHKIIMOHAIBHO; TPU 00IIeH TeHASHIINN K OJIMTOMEPHU3alliH TOHA/I, T10-
Tepsi 3TOM TOHAIBI ABJSETCS HanboJee ECTECTBEHHOM, T. K. 9TO OCBOOOKIAET)
MECTO B TOM CEKTOPE MOJIOCTH TeJa, TJIe HAXOAUTCS OCEBOM KOMILIEKC OpraHOB.

(1!

Puc. 9. AnanukanbHble YacTH aMOyJIakpOB MOPCKUX exeil oTpsiga Spatangoida: a — sieHTo-
BUJIHBIN, O — IETAJIONIHBIH, 8 — YaCTh JICBOTO MEPEAHETO MeTanonaa amOynakpa 1V, HenpaBuis-
HOro Mopckoro exa Washitaster longisulcus (Spatangoida, Toxasteridae), ans6 CIIA (BumHO
Pe3K0 acCHMMETPHYHOE CTPOCHHE JIeBOH U mpaBoi BeTseil neranonna). (Conosnés, 1971; Map-
koB, CostoBbEB, 2002).
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PaccmaTtpuBasi CHMMETPHIO Y MOPCKHX €XKeid, HaJl0 CKa3aTh U O €€ TPOosIBIIe-
HUW B OTNIEIBHBIX OpraHax. JDTO KacaeTcs Mpex/e BCero aMmoOymakpoB (puc. 9).
JIJist HUX XapakTepHa CHMMETpPHUS 000U B THTUYHOM cilydae, MpoBOJIs OTie-
paluio TPAHCISAIMHE B KaXKJIOM aMOyJIaKpabHOM I0JI€, Mbl BHJIUM MOBTOPSIIO-
uryrocst GopMy OTHENBHBIX MIACTUHOK, HO HE TIOJIy4YaeM PaBHOTO MX COBMeEIIe-
Hust. OHAKO y MPaBUIIBHBIX MOPCKUX €Kel IPaBbIi U JIEBBIH PsAbl B HUX UJICH-
THYHBI TI0 (POPME U KOJTUUYECTBY IUIACTHHOK (puC. 1). Y HEMpaBUIBHBIX MOPCKUX
eXel, 0COOCHHO y CIIaTaHTOUJI0B, KapTHHA CYyIeCTBEHHO nHas (puc. 3, 9). Tak,
B METAJOUIHBIX YACTAX aMOYJIAKpOB OTICIBbHBIC PSAIbI B KAXKOM IMOJIE MOTYT
OBITh PE3KO ACUMMETPHYHBI U OTIIMYATHCS 10 (POpME, BETUYMHE U KOJTUYESCTBY
IJIACTUHOK, YTO CBs3aHO C BBINIOJJHCHUEM aM6yHaKpaHI)HI)IMI/I HOXXKaMHu pas-
JMUYHBIX GYHKIHUHA — JBIXaHUs, OCA3aHUsA, OYUCTKY MaHIUPs U ap. (puc. 9B). Ta-
KHUX TIPUMEPOB OYEHb MHOTO.
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SYMMETRY, ASYMMETRY AND DISSYMMETRY IN ECHINOIDS
A.N. Solovjev

The development of bilateral symmetry of echinoid test in the process of exo-
cyclisation and phenomena of dissymmetry in the structure of paired interambu-
lakra and apical system are examined. Peculiar metamery is typical of ambula-
cra, some plates of which are characterized by the symmetry of similarity. The
operation of translation in every ambulacrum leads to identity of form, however,
it does not lead to equal coincidence of each plate. The considerable asymmetry
of petaloids of some irregular echinoids is the result of different functions of tube
feet in adjacent petaloid rows.

Keywords: Echinoids, symmetry, asymmetry, dissymmetry.
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Mopghozenes 6 uHOUBUOYATLHOM U UCTIOPULECKOM PA3BUINUL. CUMMEMPUSL U ACUMMeEMPUsL
Cepus «l eo-6uonoeuueckue cucmemvt 6 npownom». M.: IHH PAH, 2013. C. 241-262
http://'www.paleo.ru/institute/publications/geo/

ABEPPAIIUN B CTPOEHUU YAIIIEYKH Y KJIAJAUJAHbIX
MOPCKHUX JINJIUM U3 TOAMOCKOBHOI'O
KAMEHHOYT OJILHOI'O BACCEHHA

C.B. Poxknos!, I.B. Mupanues’
Haneonmonoeuuecxkuti uncmumym um A.A. Bopucaxka PAH, Mockea
Yrozhnov@paleo.ru, *gmirantsev@gmail.com

W3ydens! abeppanun IUCKPETHBIX MPU3HAKOB YAIIEUeK U PYK y KaMEH-
HOYTOJBHBIX MOpCKUX i [logMockoBHOTO OacceifHa, peacTaBiIeH-
HbIE IPEUMYIIECTBEHHO B KOJUIEKIMAX [laleoHTONOrnYeckoro MHCTH-
TyTa. AGeppanii HEPaBHOMEPHO PACHPEAETICHBI 10 TAKCOHAM, OT MOJ-
HOTO OTCYTCTBHS B JOCTaTO4HO Ooibmnoii BeIOOpKe 10 10 %. OTnensHO
paccMoTpeHs! abeppanuu nHppada3aabHOT0, 0a3aJIBHOTO PaTUATBFHOTO
BEHYMKOB, aHAJIBHBIX Ta0IM4UeK U BeTBiIeHHE pykK. Ilokazano, 4To abep-
panuy, 3aTparuBaroliue OJUH U3 BEHYMKOB, OOBIYHO MOYTH HE BIUSAIOT
Ha COCEAHNE BEHYHKH, 32 HCKJIIOUEHUEM TTOTPAaHUYHBIX YacTel. DTO CBU-
JETEIbCTBYET O 3HAUNTEIBHON HE3aBUCUMOCTH UX (hOpMUpPOBaHUS APYT
oT apyra. BzanMoBnusiHue OOBIYHO OTPaHMYMBAETCS JIUIIb MTOJTOHKOH
B OHTOTEHE3€¢ MOTPAaHMYHBIX YacTel COCEAHWX BEHUMKOB AJISA MOJIHOTO
3aKPBITHS JalIedKku. TeM He MeHee, B HEKOTOPBIX CIIydasX TUCTAJIbHBIC
4acTH OJHOU W3 WH(pada3albHBIX TaOIUYEK WIM MPOKCHMAJIBHBIC OJI-
HOHW M3 pajinajbHBIX BHEAPSIOTCS HA TEPPUTOPUIO 0a3alIbHOTO BEHUNKA,
pa3MBIKasi €ro, Aejas Pa3sopBaHHBIM. DTO MOXKET CBHETEIHLCTBOBATH
0 3aKJIaJKke 0a3albHOTO BEHUMKA B OHTOTEHE3e Mmociie MHPpabazaibHOTO
1 JaKe paJuaiabHOrO HE TOJIBKO y TaKMX a0eppaHTHBIX (hOPM, HO U, BO3-
MOXHO, B X0Jl¢ HOPMaJIBHOI'0 OHTOTeHe3a. AGeppannn B aHAJIBHOH apee
CBSI3aHBI, B OCHOBHOM, C I3MEHEHNEM UHnCIIa TaOINUYEK, PACIION0KEHHBIX
B TIpe/ieNax Jalledky, U ¢ MECTOIOJIOKEHHEM 1 (popMOi pasnaHaIbHON
TaOMM4KU. B BETBIEHUM PyK BBIABISAETCS IBYCTOPOHHSSI CUMMETpPUS
OTHOCHTEJIBHO IIJIOCKOCTH CHUMMETPHHM, MPOXOASINEH uepe3 pagmyc A
u uHTeppagnyc CD.

Kantoueswvie cnosa: abeppanusi, aCHMMETPHS, U3MEHYUBOCTh, MOPCKHE JTH-
i, kapOoH, MOCKOBCKasi CHHEKJIU3a.
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BBEJAEHUE

AbGeppaHTHBIE (DOPMBI CpEeAN COBPEMEHHBIX M HMCKOMAEMBIX JKHBOTHBIX H
pacTteHuii, Hanbonee sipkue GOpPMbI KOTOPBIX HEPEAKO HA3bIBAIOT MOHCTPAMHU,
[IPHUBJICKAIOT BHUMAaHUE MHOTHX HcciaenoBaTeneil. OcoOeHHO 3TO KacaeTcst pes-
KHX U3MEHEHHH AUCKPETHBIX IPU3HAKOB, TAK KaK UX N3MEHUYHMBOCTH MOTJIa yKa-
3bIBaTh Ha BO3MOXKHBIE MarduCTpajbHBIC IBONIOIMOHHBIC IYTH Pa3BUTHs, KaK
MPOIIJIBIE, YK€ OCYIIECTBUBIINECS, TaK M OyIyIIHe, «OKIYIINe» TMOAXOAAINX
yCJI0BUH B OKpyxaroiieit cpeae. Ho rinaBHoe 3HaueHUE KaTaJOru3aluu «MOH-
CTPOB» U N3YUEHUSI OCOOCHHOCTEH UX MOSIBICHUS 0Ka3aJI0Ch B IOHUMaHUHU MOP-
¢dorenesza cHayana B MHAUBUAYAIBHOM, & 3aTE€M U B UCTOPUUYECKOM Pa3BUTHH.
OTo Hauajock ¢ U3BECTHOU cBoAkM Y. beliTtcoHa «Matepuanbl 1 U3yueHUs
Bapuanuii», B KOTOPOW OH KaTaJIOTU3UPOBAI U OMKcall 0OJbIIOe YHCIO «MOH-
CTPOB» M3 CaMBIX Pa3HBIX TAKCOHOB KMBOTHOro mupa (Bateson, 1894). B nei
OBLITH ¥ JIATYIIKH C U3MEHHEHHBIM YHCJIOM TTO3BOHKOB, 06a00YKH ¢ HEOOBITHBIM
YHUCIIOM MJINM pa3MEIICHUEM SIPKUX ITIa3KOB Ha KPbUIbSIX, HACEKOMBIE C HOTOM Ha
MECTE aHTECHHBI, JIOIU C YBEJIWYCHHBIM YHCIIOM MaJbIEB HAa pyKaX WM HOTaXx,
YU MHOTHE JpyTrue OTKJIOHEeHHs. BelTCoH pa3jenui Bce U3BECTHBIE eMy abep-
painuy Ha IpOCThIe, CBA3aHHBIC JUIIb C U3MEHEHHBIM YHCIIOM MTOBTOPSIOIINXCS
yacTel, 1 Ha TOMEOTUYECKHE, KOTAa OIHU OpraHbl I YacTH TeJla 3aMEHEHbI Ha
HalOMHUHaoIue Apyrue. B KoHlle 1BaAnaToro BeKka roMEoTUYECKUE MYTAHTbI
ObUIM M3YUYCHBI Ha MOJICKYJISIPHO-TEHETHYECKOM YpoBHE. B pesyibraTe Obun
BBISIBJICHBI TOMEOTHYECKHE I'eHbl, (popMupyonue o0Iyo CTPyKTypy Tela Ku-
BOTHOTO, CPEIM KOTOPBIX HaHO0JIee U3BECTHBI XOKC-TCHBI.

N3ydenne abeppamuii cpean UCKOmaeMbiX (hopM, 0COOSHHO Y TIO3BOHOTHBIX
1 UIJIOKOXKHUX, UMEET 0c000€ 3HaUCHHE, TaK KaK I103BOJISIET BBISIBUTh HEKOTOPbIE
0COOEHHOCTH «IJTyOOKOro» OHTOreHesa. [IpuMepoM MOKET CIy>KUTb BbISIBIIC-
HUE 0COOEHHOCTEH OHTOreHe3a MO3BOHKOB Y TpuacoBbix amuouil (Lumkun,
1987), noka3aTenbCTBO MEPEMEIICHUS pTa ¢ MEPEIHET0 KOHIIA TUYUHKHU UTII0-
KOKMX Ha 3aJHUH y MCKOMAEMbIX MOPCKHUX JHIHMK U s0kpuHonaer (PoxxHOB,
2012; Rozhnov, 1998). M3yuenne abepparuii y UTJIOKOKUX IMEET CBOM 0COObIe
MPOOJIEMEBI, TaK KaK OHH MOTYT OTPakaTh 0COOCHHOCTH MOpQoreHe3a mpH mepe-
X0Jle OT OujarepanbHO-aCUMMETPUYHBIX (OPM K painaIbHO-CUMMETPHYHBIM
(Rozhnov, 2012) xak B oHTOreHe3e, Tak u B (usorenese. Juckpernsie abeppa-
LMK XOPOIIO M3BECTHBI y HEKOTOPBIX mepMckux Onacrouneit (Macurda, 1980)
U HEKOTOPBIX JIPYTHUX METbMATO30MHBIX UTTIOKOXKUX (SIkoBnes, 1948). Ho nHau-
0oJbIIIee UX YMCIIO U3BECTHO Y MOPCKUX JIMIIHH, TIPEXK/IE BCETO, Y T€X U3 HUX,
KOTOpbIE BCTPEUAIOTCSI B MACCOBOM KOJIMUYECTBE.

Teno GonBIIMHCTBA MOPCKUX JIMIUH COCTOUT U3 HECKOIBKUX OCHOBHBIX 4a-
CTeii: KPOHBI, BKJIIOYAIOLICH TEKY M OTXOASILUE OT Hee PYKH, CTeOJIs1, Ha KOTOPOM
KpOHA JICPKUTCS B TOJIIE BOABI, M IPUKPEMUTEILHOr0 00pa30BaHus WIH LUPP,
C MOMOIIBIO0 KOTOPBIX CTEOENb MPUKPEIUIsieTcs K TPyHTY. Teka MOPCKUX MUK
COCTOUT M3 YAIlIeYKH, OXBATHIBAIOLIEH OOJIBIIYIO YAaCTh T€JIa ¢ a0OpaJIbHOI CcTO-
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Puc. 1. Cxema CcTpoCHHS YallleUKU KJIATUTHOH MOpPCKOW NUIWH. PajnanbHbie TaOIHUKH
3aKpalIeHbl YEPHBIM IIBETOM, paJHaHalbHas Ta0IMYKa 3aKpalleHa ITPUXOBKOH, X-aHaJIbHBIC
Y BBILICIICIKANINE TAOTMYKHU 3aKPAIICHbI KPATrioM.

POHBI, ¥ KPBIIICUKH (TErMEHa), MPUKPBIBAIOIIEH TEJIO C OpalibHON CTOpOHBL. Kpo-
M€ PYK, OT TCKH OTXOAAT CUIC U aHAJIbHBIC CTPYKTYPbI, B BUAC aHAJIBHOI'O MEIII-
Ka, PYKOBHIHOTO OTPOCTKA MM HEOOJNBIIOrO BHIPOCTA HAa TerMeHe. Yameuka
OOBIYHO TTOCTPOEHA ABYMS, 0a3aIbHBIM U paguaIbHBIM BEHYMKaMU TaOIUYeK,
Y MOHOIIMKJIMYECKHUX (HOpM, UITH TpeMsl, ¢ IOTIOTHUTEIHHBIM HH(pada3aIbHBIM
BEHYUKOM, Yy TUIUKIMYECKUX MpelncTaBuTesiell. JlJisi MOPCKUX JIMIIMMA, KaK |
OOJBIIMHCTBA PaJHAILHO-CHUMMETPHYHBIX HITIOKOKUX, XapaKTepHA MSTHIIY-
yeBasgd CUMMETpU. B ugameuke 3Ta CUMMCTpPUS BbIpa’X€Ha B BUAC IATHU IMOYTHU
OIIMHAKOBBIX Ta0JMYEK, COCTABIISIONIMX Ka)KAbIH BEHYMK. TaOJMYKU B COCEMI-
HUX BEHYHMKAX OOBIYHO CMEMIEHBl OTHOCHTENBHO JIPYT ApyTa Ha 36 Tpaxycos,
HAINlOMUHAsI CBOMM PACIOJIOKEHUEM KHPINUYHYI0 Kianky. C QyHKIIMOHAITHHOM
TOYKH 3PESHHUSI, OTO YKPEIUISAET Yalleuky, U TeKy B 1enom. [Ipu Mmopdorenermye-
CKOM TIOJIXOJIC Ba’KHO BBISICHUTB, OBLIIO JIM TaKasi apaH>KUPOBKA Y MOPCKUX JTUITHHA
HCXOJTHOM, M, €CJIU HET, TO KaK MPOUCXOUIIO CMEIICHHE Ta0JUYCK OTHOCUTE b~
HO Jpyr apyra. J{ias 0003HaYCHHSI MTOJIOKCHHS TaOIMUCK B TEKE MCIOIB3YETCS
TEPMHUHOJIOTHSI, OTPa’KaroIasi BEHYHUK, (paanaibHble, 0a3albHble, HHppada3aib-
HBI€) U CEKTOP, B KOTOPBIX HAXOAUTCS TaOnuuka. Jljist 0003HAUYEHUsT KaKI0TO U3
MSTH CEKTOPOB, WM KaK UX MPUHATO HA3BIBATh PAJIMYChl, 32 OCHOBY IPUHUMA-
F0TCsE 0003HAYCHUS PAJIMATBHBIX TAOJIMUYCK 3arjaBHBIMU JIATHHCKUMU OyKBaMH
A, B, C, D, E no cucreme Kapnienrepa: paauanbHasi TaOJIMUKa, PaciioioKeHHAsI
HaIpOTUB aHAJIBHON apen 0003HAYAETCS 3arjaBHOU JTATUHCKOW OyKBOU A; ma-
Jiee, TI0 YaCOBOM CTpelKe, pajuaibHble TAOIUYKH U COOTBETCTBYIOINE UM pPa-
nuychl 0003HavaroTcs matuHckuMu OykBamu B, C, D u E (Ubaghs, 1978; puc. 1).
bazanpHbIe TAOMUYKK CMEIIEHBI 1O OTHOIICHUIO K PaJuajbHBIM Ha MOJOBUHY
paauyca. [loaToMy MX TOJOKEHUE HA3BIBAIOT WHTEPPAJIUAIIBHBIM M 0003HAYA-
10T ABYMsI OYKBaM{ COOTBETCTBYIOIIMX JIBYX PaJHyCOB, B KOTOPBIX OHHM HaXo-
narcst (AB, BC, CD, DE, EA). AnanbHast apesi pacroioKeHa B HHTEPPaINyce
CD. NnudpabdazanbHbie TAOIUYKHU PaCIIoNaraloTCs pagdalbHO W 0003HAYAIOTCS
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TeMH ke OyKBaMU, UTO U pajinaibHble Ta0auku. OT Kax 101 U3 pajiuajIbHbIX Ta-
OIMYeK OTXOQMUIIA pyKa, KOTOpask MOIJIA IOCIIEJ0BAaTEIbHO BETBUTHCS HECKOJIBKO
pa3. BerBnenue nmpoucxoauio Ha 0coO0M, C ABYMsS AMCTalIbHBIMH (haceTKaMHu,
AKCHJIISIPHOM WieHHKe. [IsTriTydyeBas CAMMETPHS YallleYKH YacTO HapyIIaeTCs
HAJIMYUEM OJIHOW WJIM HECKOJBKUX JOTOJHUTEIBHBIX TaOIMUEK B pajnaibHOM
BeHurKe. OHM pacrioyioKeHbl B HHTEPPAINYCe, KOTOPBI HA3hIBAIOT aHAJbHbBIM,
TaK KaK Ha 3TH TaOJMYKH ONUPAIOTCS CTPYKTYPhl AaHAJIBHOTO MEIIKA.

KpoMme cranmapTHBIX OTKJIOHEHMH OT MSATHJIYy4€BOM CHUMMETPHHM, BXOIS-
LIUX B IJIAaH CTPOEHUS TOTO MJIM MHOTO TAKCOHA, CPEIN MOPCKHX JHIIMN ¢ pa3-
JUYHOW YacTOTOW BCTPEUAIOTCS HAPYIICHUS, CBS3aHHBIC C M3MEHEHHEM Iy Tei
WHAWBHUIYAIBHOTO Pa3BUTHsSI OTIEIBLHONH 0cOOM. DTH HapylIeHHUs Yalle BCEro
BBIPa)KCHbI B U3MEHEHUU YHCIIa Ta0JINYCK B OJHOM HJIM HECKOJIBKUX BEHUMKAX
YallleuYKH WM U3MEHEHUH BEIMYMHBI U POPMbI OTAENbHBIX Tabauuek. [lonob-
HbIe HAPYLIEHU s U3BECTHBI TAK)KE B CTPOCHUH PYK M cTeOus. Takue abeppanuu
YBEPEHHO OTJIMYAIOTCSI OT U3MEHEHHUH B CKEJIETE, BBI3BAHHBIX MPHUKU3HEHHBIM
MOBPEKICHUEM YalleueK U MOCIIeNYIOIINM 3ajleunBanneM TpasM. [Ipexae Bce-
ro, 00 ’TOM CBHAETEIBCTBYET OTCYTCTBHE KaKUX JIMOO0 CIIe/I0B MOBPEXKACHUM Ha
ckesiere. Kpome Toro, mpu peresepanuu B IOBPEXACHHON YaCTH YaIICYKH BO3-
HUKAIOT XapaKTepHbIE MHOTOYMCICHHbBIE MEJIKHE TAOJUYKH, PUKPBIBAIOLIYIO
TPaBMHUPOBAHHYIO 00J1aCTh. XapakTepHasi yMEHbLICHHAs KOIIUSI PYK BO3HUKACT
[P pereHepanny uxX NoBpexaeHHol yactu (Mupanues, 2013).

Paznuynble abeppanuu B CTPOSHUH MOPCKUX JIMJIMHA y)Ke ObLIN JAETaJbHO
OIMCaHbl B JTUTEPATypPEe U B HEKOTOPBIX CIyYasiX MO3BOJIWIN PACHIMPUTH JIaH-
Hble 0 Mop(oreHese Mopckux aunuil. Hanpumep, yaanock peKOHCTPyUpOBaTh
MOPSIIOK 3aJIOKEHUSI PYK U PaJualbHbIX TAOJUYEK IIPH aHAJIN3€ OTKJIOHEHHUI
MOPCKHUX JWINK oT nsatuiaydeBoid cummetpun (Rozhnov, 2002). Haxonka abep-
pPaHTHBIX (OPM Y MU30KPUHU] (TUCTIAPUIHBIE MOPCKHE JINIIUH) TI03BOJIUIIA BbI-
ABUTH TPOUCXOXKJCHHE NX HEOOBIYHOW HMKHEH pajauanbHOi Tabmnuku (Pox-
HOB, 1981; Rozhnov, 2002). MHOTHe OTKJIOHEHHS OT MATUIYYEBOH CHMMETPHHU
Cpear MOPCKUX Jrunii coopansl FO.A. ApeHITOM B ClieIIHalIbHONH MOHOTpaguu
(Apennr, 1981). Omucanuio pa3HOOOpa3HBIX a0eppauuil CPeau MaTe030UCKIX
Mopckux Juanii CeBepHOW AMEPHKH IMOCBAMIECHB padoThl X. CTpuMIuia Imo
aMEPUKAaHCKUX KaMEHHOYTOJIbHBIM MOPCKUM nuiusM (Strimple, 1957; Pabian,
Strimple, 1978). Ananu3 3Tux adeppaluuii HprUBea aBTOPOB K MPEIIOIOKEHHIO,
YTO OOJIBIIMHCTBO adeppalyii He UMEIOT YBOJTIOIIMOHHOTO 3HAUCHHSI U JIUIIb He-
OoJbIast UX 4acTh MO3BOJSICT HAMETUThH OOIIUE TCHACHIIMU JajbHEHIIeH YBO-
monuy rpynnsl. HekoTopsle nHTepecHble abeppalnn yKa3aHbl P ONUCAaHUU
HOBBIX TaKCOHOB KprHOUeH (SIkoBies, 1926; Apenar, 1981, 1997; Apenar, 3y-
Oapes, 1993) win npu ananuze HeoObIYHBIX GopMm (PoxknoB, 1983). N3yuenue
abeppaluii B CTPOSHUH YaIICYKH KJIaAUIHBIX MOPCKUX Muiani u3 [TonMockoB-
HOT'0 KAMEHHOYTOJILHOTO OacceifHa 3HAUNTENBHO PacIIUupsIeT JaHHbIE 00 OTKIIO-
HEHUSX B MHIMBH]IYaJIBHOM PAa3BUTHH UCKOTIAEMbIX MOPCKHX JIUITHH.
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MATEPUAJI 1 METOAMKA

Aleppanuy B CTPOCHUH YalIeYKH M PYK MOPCKUX JIMIIUI ObUIH BBISIBIICHBI
IIpY IPOCMOTPE KOJUIEKLIUH KaMEHHOYTOJIbHBIX KpuHouJel IlaneonTonornue-
ckoro uHCTUTYTa UM. A.A. bopucsika PAH, Ilaneontonoro-crparurpaduyecko-
ro my3est Kaenpsl TuHaMuueckor u uctopuueckoi reomorun CIIOIY (Ne §3),
a Take bepnnHckoro myses ecrectBeHHol ncropun (BMEN). Cpenn npumep-
HO 3 000 3K3eMIISIPOB YanIieyek ObLIO BBISBICHO OKOJIO 50 abeppaHTHBIX SK3eM-
MJISPOB KpuHOUJeH. [aBHbIe THIIBI HapylIeHUH (GoTorpadupoBatrch U 3apu-
COBBIBAJIMCH B BUJIE I€TAJIbHBIX CXEM CTPOCHHUS a0EppPaHTHON yaleyku. BoisiB-
JIEHHBIE a0eppanuu ObUTH KiIacCH(UIIMPOBAHBI TT0 TUITY HAPYIIEHUH CTPOCHHS
cKkeneTa B Kax oM takcoHe. s Buna Moscovicrinus multiplex (Trd.) onucans
BapHallii B BETBJICHHM PYK B Pa3HbIX PaJuycax U BBISBICHBI XapaKTECPHbIC
1 HEOObIUHBIE 0COOEHHOCTH BeTBIeHHs. [lomydyeHHBbIEe TaHHBIC aHAU3UPOBA-
JIUCh ¢ MOP(OTeHETHYECKON TOYKH 3PEHUSI K CPAaBHUBAJIKCH C H3BECTHBIMU JIaH-
HBIMH IO OHTOI'€HE3Y MOPCKUX JIMIHH.

OHTOreHe3 COBPEMEHHBIX MOPCKHX JIMJIMH HM3Yy4eH JIUIIb Y HECKOJIBKUX
¢dopM, MpenMyIIeCTBEHHO y OeccTe0enbuaThiX MOPCKUX JTHIUN. Y OONbIINH-
CTBa MCKOMAEMbIX MOPCKHX JHJIMN MMOCIEI0BATEILHOCTD MOSABICHUS TaOIUYCK
U MX MIEPEMEICHHUH B XOJIc OHTOT€HEe3a HEM3BECTHBI N3-32 OTCYTCTBHS HAXOIOK
9K3eMIUISIPOB Ha paHHEH CTaauu pa3BUTHA cKeneTa. MckimoueHnem sBISIOTCS
TUIOKPUHUBI YHUKAJIbHOM COXPAaHHOCTH, Ha KOTOPBIX YAAJIOCh IOCTPOMTH
OHTOTE€HETHYEeCKHe TocienoBarensHocT (Apenar, 1970), a Takxe HEKOTOpBIC
nucrapuaHbie Mopckue innuu (Sevastopulo, Lane, 1988).

PE3VYJIBTATBI

AOeppanuy B CTPOCHMM YalIEYKH OKa3aJHMCh PaclpeieIeHbl HepaBHOMEP-
HO, KaK B IPOLIEHTHOM OTHOLICHUH, TaK U B a0COJIIOTHOM YHCIIE, CPEIu pas-
HBIX POJIOB MOPCKHUX JIUJIUH U3 KAMEHHOYTOJIBHBIX OTI0XeHuH [TonMockoBHO-
ro OacceiiHa. boubliie Bcero adbeppalliii yJaajaoch BBISIBUTb, NPEXKJIE BCETO, Y
Belashovicrinus gjelensis (cem. Agassizocrinidae) 1 HECKOJIIBKUX POJIOB KPOMH-
okpuHun (Mooreocrinus, Cromyocrinus, Ulocrinus; puc. 2). boraterit MmaTepuan
110 abeppaTUBHON U3MEHYMBOCTH, 0COOEHHO 10 pony Mooreocrinus, IPOUCXO-
JUT IJIaBHBIM 00pa3oM U3 OTIIOKEHUH HeBepoBcKoi cBuTHI cT. [lndepnas. Cpe-
JI¥ OCTAJIbHBIX BUJOB M3 OOIIEro CIIMCKA TAKCOHOB MOPCKHX JIMIMH MOAMOCKOB-
Horo kapOoHa (Mupanues u np., 2012) aGeppanTHBIX (OpM HEe OOHApYKEHO,
JlaXke TpU MaccoBOM Mmartepuasie. [IporeHTHOe COOTHOIIEeHne abeppPaHTHBIX K-
3EMILIAPOB K HOPMAJIBHBIM PA3JIMYHO y Pa3HbIX KpUHOUIeH. B oqHOM nomyss-
HH, coctosmei 6oree ueM n3 200 SK3eMIUISIPOB HEOITHCAHHBIX MOPCKUX JIFUTHI
(cem. Decadocrinidae), mpoucxongmux U3 T. H. «pBIOHOTO ciosi» Kapbepa Jlo-
MOZIEZIOBO (IIECKOBCKAsl CBUTA) ObLII OOHAPYKEH TOJBKO OIUH a0eppaHTHBIN K-
3eMIusip. [lo-BUAMMOMY, CXOIHBIM HEBBICOKUM YPOBHEM a0eppaHTHOW M3MEH-
YUBOCTH 00JIaZalld IHUPOKO PaclpoCcTpaHeHHbIE B HU3aX CYBOPOBCKOW CBUTHI
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Puc. 2. AGeppaHTHBIE SK3EMILISIPBI MOPCKUX JTHIINI ceMeiicTBa Cromyocrinidae u3 BepxHe-
ro kapbona [TogmockoBes: Cromyocrinus simplex Trautschold (11, 13, 14, 18-19); Mooreocrinus
geminatus (Trautschold) (1-8, 10, 12, 15-17, 20) u Ulocrinus neverovoensis Mirantsev et Rozhnov
(9): 1 —ok3. [I1MH, Ne 3678/794, wameuka cHu3y, nHppadazass C yMmeHbIeHa, a B yBenuueHa;
2 — k3. [TMH, Ne 3678/795, uameuka cuHu3y, nadppabdazanuu B u D ymensmensr, a A u E yse-
nmuaensl; 3 — ok3. [IMH, Ne 3678/455, yameuka cuusy, uadpadasans D ymensmena, a E yBenn-
gena; 4 —k3. [IUH, Ne 3678/484, uameuka cuusy, nndppabdazans C ymeHnbiieHa, a B yBenudeHa,
B 0a3aJIbHOM BEHYMKE IIECTh TaOJINYEK, LIeCTas PACIOI0KEHA 110/l paIHaHaIbHON TaOIN4KOM;
5 — k3. [TMH, Ne 3678/542, uameuka cHu3y, B 6a3anpHOM BeHUnKe deThipe Tadbnmuku (DE nu6o
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Mopckue mnu Hydriocrinus pusillus Trd. VI3 HEeCKOTBKHX COTEH 3K3EMIUISIPOB
13 MSIYKOBCKUX KaphepoB MOKa He ObLII0 0OHAPYKEHO HU OJTHOT0 a0EpPAHTHOTO
sxzemiursipa (FO.A. Apenar, niepc. cooOrieHue). bonbiie Bcero abeppaHTHBIX
¢dopm (oxoro 10 % ot obiero yucna) BecTpedeHo y Belashovicrinus gjelensis
Arendt et Zubarev, 1993 u3 pycaBkuHCKOI cBUTHI [ xemu.

ITonydyeHHBIe TaHHBIE YI0OHO MOKa3aTh, AUGGEPEHITUPYS HAPYIICHUS TI0
WX TIPOSIBJICHUIO B Pa3HBIX BEHYHKAX, HECMOTPSI HA TO, YTO HAPYIICHUS B OJHOM
BEHYMKE WHOTJIA BJIICKIJIU HAPYIICHUS CTPOCHUS U B IPYTHX BEHUMUKAX.

HNudpada3aabHblil BeHUNK

Bcero obnapyxeno Oomee 20 HapymIeHWH CTaHIAPTHOTO CTPOEHUS WH-
(pabaszanpHOrO BeHUYNMKa. bobIas 4acTh HapylIeHWH CBs3aHA C M3MEHEHHEM
(opMBI HEKOTOPBIX TAOJMYEK M3-3a HAPYILIEHUH CTpOeHUs: 0a3aJIbHOrO BEHYH-
ka. M3meHenus yucia nHppada3aibHBIX TAOJMUCK PEIKU, U U3BECTHBI TOJb-
KO Ccllydad YMEHBIIEHHS MX YHCIa JIO YeThIPEX y CeMHU 3K3eMIUIIpOB (pHcC. 2:
9, 11, 17). YmensInenne gucia nHappadasaneid mpoucxoauio, Mo-BUINMOMY, 3a
CYeT CpacTaHMs COCETHUX Tabmuuek. Y sk3eMIuisipa Mooreocrinus geminatus
(xort. Ne 5348; puc. 2: 17) npouszouuio cnustaue Tadnudek C u D. Ilpu aTom, Kak
1y HOpMaJIbHBIX 9K3eMILISIPOB, 001mas hopma nHppadazaibHOr0 BEHYHKA OCTa-
eTcst maTnyronbHas. OTCyTCTBYET MUIIb OB Mexy uHppadazansmu C u D,
1 00beIMHEHHAS Ta0INYKa 3aHUMAET TOYHOE MECTO ITHX JBYX Tabn4uek. B ue-
TBIpEX CIydYasiX «KBaApaTHBIN» HHPppaba3zaabHbIil BEHYNK C YMEHBIIEHHOW OJ1-
HOW WUIH IByMsI TaOJMYKAMU COUETACTCs ¢ 0a3aIbHBIM BEHUYHKOM U3 YETHIPEX

EA orcyrcTByiot), undpabazans E ymensmena; 6 — sx3. [IMH, Ne 3678/797, uameuka cHu3y, 6a-
3anbHasg Tabnmuka BC oTcyTerByeT, nHdpadazanuu A u B ymensimensr, C — yBenudena; 7 — 9K3.
ITUH, Ne 3678/51, yaieuka CHU3Y, [IECTh TAOJUYCK B 0a3aIbHOM BEHUYHKE, mmiecTast, (? HIKHSISA
paamanbHas) pacroiaraeTcs 1moj paanansio B; 8 — k3. [TMH, Ne 5371 6/H, gameuka cHU3Y, B
nHppabazaabHOM BeHUHKe YeTbIpe Tabnuuku (A u B cnuter), Tabnuuka ?C CHIIBHO pexynupoBa-
Ha, D yBenmuena; B 6a3abHOM BEeHUYHKE YETHIPE TAOINIKU — OTCYTCTBYeT 0azans AB; 9 — ok3.
[INH, Ne 5348/591, a — cOoky, co cToponsl uHTeppaanyca DE, 6 — cHU3y, OTCyTCTBYeT 0Oa3aib
AE, B nn(paba3zanpHOM BeHUYHKe yeThIpe Tabnuku: D — penyunposana, C — yBenuuena, A u E
ciauthl; 10 — k3. [IMH, Ne 5348 6/H, a — cHE3Y, 6 — cOOKY, CO CTOPOHEI pagnyca A, OTCYyTCTBYET
6a3anp AE, paguans A xoHTakTHpYeT ¢ nHppabasanpHbEIME Tabnudakamu A u E, nadpabazann-
HBII BEHYHMK HECKOJIbKO yBenuueH; 11 — k3. [IMH, Ne 5348 6/n, wameuka causy, nndpabazamu D
u E cutsr; 12 —sk3. [IMH, Ne 3678/793, yanieuka cHu3y, B 6a3a1bHOM BEHUHKE IIECTh TaOIHUeK,
nudpadazans C ysenuuena; 13 —sk3. [IMH, Ne 5348 6/u, uameuka cHu3y, B 6a3aIbHOM BEHUYHKE
yeTsipe Tabamuku (DE nmu6o EA otcyrcTBytoT), mHppadasans E ymensmena; 14 — sx3. [IMH,
Ne 5348 6/u, yanieuka CHU3Y, B 0a3aJIbHOM BEHYHKE IIECTh TAOIMYUEK (IIECTast PACIONIOKEHA MO
paznaHanbHOM Tabnuukoi), nHppabdazans C ysenuuena; 15 —sx3. [TMH, Ne 5348 6/n, vameuka, a
— BHJI CHU3Y, 0 — BUJ] COOKY, CO CTOPOHBI aHAIBHOTO HHTEppaanyca, nHppadazans C yBennueHa,
B 0a3albHOM BEHUYHUKE IIECTh TAOJIHMYCK, mecTasi — ?paananaibHas; 16 —sx3. [TMH, Ne 3678/658,
yamiedka cOOKy, CO CTOPOHBI paguyca A, TONOIHUTENbHAs MaleHbKas Tabauuka (? HIKHss pa-
IuabHasH) moxa paguanbio A; 17 —sk3. [TMH, Ne 3678/658, uamieuka causy, nappadaszanmuu C u D
cinuThl; 18 — k3. [ICM, Ne 83/28, B 6a3anpHOM BeHUHKE mIecTh Tabanuek; 19 —sx3. IIMH, Ne 5348
0/H, yarieyka CHU3y, B 0a3aIbHOM BEHUHKE HIECTh Tabnnyek (HeGopiias mectas Tabauuka pac-
nostoskena Mexx 1y 6azanusimu BC u CD nox pannanansHoi Tabmunukoif); 20 — sx3. ITMH, Ne 5348
0/H, KpoHa, BUJ cOOKY, cO cTOpoHBl HHTeppaauyca DE, Tpu manenpkue Tabnuyku (?HHKHUE
paauanbHbIe) B 0a3a1bHOM BEeHYHKE Mo pagauaibio D. J{nmnHa MacttabHOM nuHekd — 10 MM.
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Puc. 3. AGeppanTHble 3K3eMnn=ﬂpm Pas3NINYHBIX KJIaJUIHBIX MOPCKUX JIMINI U3 CPEIHEr0 U
BepxHero kapooHa [lonmockoBes: 1 — Mooreocrinus geminatus (Trautschold), [T H, sk3. Ne 5348
0/H, 4yaieuka, a — cOOKy, co cropoHsl nHTeppaaunyca DE, 6 — c60Ky, CO CTOPOHBI HHTEPPaIAHY-
ca BC, B — cO0Ky, cO CTOPOHBI aHAJIBHOT'O HHTEPPaJUyca, I' — CHU3Y, HEOOBIYHOE pa3pacTaHue
aHanpHOH apew; 2 — Pegocrinus cf. bijugus (Trautschold), [TMH, k3. Ne 5348 6/n, gameuka, a
— cBepxy, 0 — cOoKy, co cTopoHbl paguyca D, B — c60Ky, co cTopoHBI HHTeppanuyca AB, Tpex-
PYKUH 9K3eMIUISp, B 6a3aIbHOM BEeHUYHKE YeThIpe Taduuuku (oTcyTcTByeT 6a3ans EA), B paan-
anpHOM BeHuHKe yeTsipe Tabnnuku (?A (unu E), B, C u D), Tpu u3 koTopsixX, kpome D, HEcyT
(dacetku [t mpukperuieHus pyk; 3 — Blothrocrinidae gen. et sp. indet., [TMH, sx3. Ne 5450 6/,
gaieyka, a — cOOKy, CO CTOPOHBI aHAJIBHOTO WHTEppaauyca, 6 — cOOKy, CO CTOPOHBI paguyca
C, B — cOOKy, co cTopoHbI paauyca D, B 6a3aIbHOM BEHYHKE CEMb AOMOJHUTEIbHBIX (?HIKHUX
panuaneit) rabnnuek; 4 — Pegocrinus bijugus (Trautschold), [TMH, k3. Ne 5348 6/H, uanieyka, a —
cHH3Y, 0 — cOOoKy, co cTopoHsl HHTeppaanyca EA, nndpabdaszans E ymensmeHa, A ysennuena, 6a-
3aspHast Tabnuuka EA yMmeHbIeHa, B painalbHOM BEHYHMKE YeThIpe TaOINUKY; 5 — Aesiocrinus
patens (Trautschold), [TMH, sk3. 137/23, qameyka CHU3Y, INECTUPYKHH SK3EMILISAP, B 6a3aI-HOM
BEHYMKE ?1IeCTh TaOJIMYCK, B PaJUaIbHOM BEHYMKE — CeMb TaOIM4eK (IIepBasi JONOIHUTEIbHAS
paauais ¢ pyKoil pacrosioxkeHa MeX1y aHaJIbHBIMU Tabln4YKaMu U paguanbio C, Bropas JOmo-
HUTeNbHAsI paanajib 0e3 pyku (?HHKHS paguainbHas E) pacrnonokena MexXIy paguansMu A u
E), B cocTaB yameyky BOILIH TAK)KE ABE BBIIIEIEKAIINE TAOIHIKH aHATBHOI0 HHTEppaxnyca; 6
— Moscovicrinus multiplex (Trautschold), IINH, 3k3. 137/935, uamredka co CTOPOHBI HHTEPPAINY-
ca AB, B 0a3anpHOM BEeHUMKE CeMb TabINYeK (1Be JOMOTHUTEIbHBIC TAOIMYKH B HHTEPPaIHyce
AB); 7 — Moscovicrinus multiplex (Trautschold), BMEU, sk3. Noe MB.E. 142, yameuka, a — CHH3Y,
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Tabnauuek (puc. 2: 5, 6, 13). Unucno paguaabHBIX TAOIWUEK ¥ ITUX IK3EMILIIPOB
0CTaBaJOCh PaBHBIM TISTH.

HauOonee yacTbie OTKIOHEHUS B CTPOCHUH HH(Ppada3aabHOr0 BEHUNKA CBSI-
3aHbl C U3MEHEHHUEM CTPOCHUS 0a3albHOrO BEHYHMKA M MPHUCIIOCOOJIICHHEM €ro
K M3MEHEHUI0 (opMbl OazanbHBIX TabauueK. B aToMm ciydae mpu coxpaHeHUH
oOmero uncna wH(ppabdaszaneir 0ObIYHO MeHSAETCS WX (hopMma: OTIENbHBIE Ta-
OJIMYKU MOTYT OBITH CHJIBHO CKATHI 3a CUET yBEIHYCHUS npyTux (puc. 2: 4, 5,
6,7,8,9, 12,13, 14, 15, I8; puc. 3: 4a). Hanpumep, y 3K3eMIUISIPOB KPOMHOKPH-
Hug Mooreocrinus geminatus (k3. Ne 3678/542; sx3. Ne 3678/397; puc. 2: 5, 6)
u Cromyocrinus simplex (xomn. Ne 5348; puc. 2: 13) ¢ 4eTbIpbMs 0a3albHBIMU
TabnukamMu WH(ppabazaneld mATh, ogHako (opma HHPpPada3aJbHOrO BEHYH-
Ka CTaHOBUTCS TPSIMOYTOJBHOM 3@ CYET CMEIICHHUS OT/ACIBbHBIX TAOIMYEK U OT-
CYyTCTBHUS 3a0CTPECHHOHN AUCTABHON YacTH y OmHON u3 mH(pabdazaneir. Ho m3-
MeHeHus (popmbl nH(paba3aIbHOrO0 BEHYHKA HE BCET/la OJMHAKOBBI, JTAXKe MPH
CXOZIHBIX HapyIIeHUAX 0a3aibHOr0 BeHYHKa. TaK, y KaK0r0 U3 IBYX SK3eMILIS-
poB Mooreocrinus geminatus (3x3. Ne 3678/542; ax3. Ne 3678/397; puc. 2: 5, 6)
(dbopmMa 1 MoNoKEeHNE TadIMYEK B YETHIPEXYTOIbHOM HH(ppadazaabHOM BEHUHKE
paziryaeTcs: y MepBOro dK3eMILIsIpa caMasi MayieHbKasi Tadnuuka B HH(ppada-
3uce — E, ocTanpHBIE TAONMWYKH MPUMEPHO OJMHAKOBOTO pa3Mepa; B TO BPEeMS
Kak y Broporo — B n C cambie Manenpkue, a Tabnmmaka D B 11Ba pa3a Gomblie
octanbHbIX Tabiauuek A u E. CnegyeT oTMETHTD, UTO IPU HEJOPA3BUTUHN OTAEIb-
HBIX TaOJIMYEK MOTJIO MPOU30MTH CMELICHUE BCEro BEHUMKA BJICBO MJIH BIIPABO,
MO3TOMY HHTEPIIPETALIMSI TOMOJIOTUH OTJCIBHBIX TA0IUYEK HE BCET/a OIHO3HAY-
Ha. Y ak3emiursipa Cromyocrinus simplex Gopma uHppada3aIbHOr0 BEHYMKA U
pa3Mepsl COCTABIISIONIMX €r0 TAOMWYEK CXOMHBI C TAKOBBIMH C 3K3EMILISIPOM
Mooreocrinus geminatus Ne 3678/542: y oboux mH(ppabaszans E ManeHbkas u
cXoziHO pacrtiosnokena (puc. 2: 13). Ilpu nosiBneHnn B 6a3aJIbHOM BEHUYHUKE JI0-
MOJTHUTENBHBIX Tabnuuek (puc. 2: 4, 7, 12, 14, 15, 18; puc. 3: 7a) B nundpabdazanb-
HOM BEHYHKE COXPaHSIOTCS MATh TA0JINYEK, HO OTJCIbHBIC TAOJIMIKN HECKOJIBKO
YBEJIIMYUBAIOTCS B pa3Mepe U M3MEHSIOTCS B OpMe 3a CUET TIOSIBICHHS] HOBBIX
rpadeit. OmHako, 3MeHeHHe (HOPMBI U pa3MepoB Tabaudek nH(ppada3zaIbHOTO
BEHYMKa MOTJIO IPOHMCXOIUTH HE3aBHCHMO OT BBIMIENEKAIIETO 0a3zalibHOrO. Y
Tpex IK3eMIUsIpoB Mooreocrinus geminatus (9x3. Ne 3678/794; sx3. Ne 3678/795;

0 — cOOKy, CO CTOPOHBI pasnyca A, B 6a3aJIbHOM BEHYHKE CEMb TaOJIHYCK, IBE JONOIHUTEIbHEIC
Tabnuuku (?HIDKHHE paJuajiiy) pacmojiaraioTcs mox paamanbio A; 8 — ?Decadocrinidae gen.
et sp. indet., [T1H, sx3. Ne 5450 6/u, yaimeuka, a — CHU3Y, 0 — COOKY, CO CTOPOHBI pajuyca A, B
6a3anpHOM BeHUMKe TpH Tabnuuku (6azamuu AB u DE otcyrcTBylor); 9 — Graphiocrinidae gen.
et sp. indet., [INH, sk3. Ne 3678/521, yeTsIpexpyKkast KpOHA CO CTOPOHBI aHalpHOrO paauyca C,
paanans C cuiIbHO yMEHbIIeHa U He uMmeeT pyku; 10 — Mooreocrinus geminatus (Trautschold),
IT1H, k3. Ne 5348 6/H, yamedxa, cOOKY, CO CTOPOHBI aHAJILHOI'0O HHTEPPaINyca, MEXIY 0a3ais-
mu CD u DE u paguansto D pacnionaraercst HuxHss paauains D, paguans D npu 5ToM HECKOIBKO
YMEHBIIIEHa B pa3Mepe, B COCTAaB YaIIeUKH TaK)Ke BOIILIH BBIMIENEKAIas YeTBepTast aHaIbHAs
Tabanuka. [InuHa MacitabHoU uHeku 10 MM.
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9Kk3. Ne 3678/455; puc. 2: 1, 2, 3) 6a3anbHBIA BEHYHK COCTOWUT M3 ITSITH TaOIIH-
YeK OJMHAKOBOTO CTaHJAPTHOTO pa3Mepa, a TaOIWYKH MH(ppada3asbHOTO BEH-
YHKa 3HAYUTEIBHO Pa3IMYaloTCs MeXAY co00 pasmepamu. Y 3k3. Ne 3678/794
HauMeHbIIas nH}pabazanbHas TabIMUKa pacnonoxkena B paguyce C, Toraa Kak
uH}ppabazanb B paguyce B mpuMepHO BBOE MIMpE KAk I0W U3 OCTAIBHBIX Ta0IH-
YeK HOpMaJibHOTO pasmepa (puc. 2: [). Cxomnas abeppannst HaOIIOJaeTCa y IK3.
Ne 3678/455, omHako TaM HamMEHbINIAs TaOJIMUKa pacmojioXkeHa B paamyce D, a
HambOonpmas — B E (puc. 2: 2). ¥ ax3. Ne 3678/794 mpucyTcTBYIOT Ccpa3y JIBe Ma-
neHpKue Tabanuku B paauycax B u D, u nBe Oonbiue B A u E (puc. 2: 3). Takoe
HECOOTBETCTBHE MOXKET OBITh OOBSICHEHO HEOPa3BUTHEM OJHOH MIIM HECKOIb-
KKX Ta0OnuueKk B nH(ppada3aibHOM BEHYMKE U COOTBETCTBYIOILCH KOMIICHCAIUEH
3a CYeT COCeHEN TaOIUIKH.

Bba3zaabHblii BeHUYUK

Haubonee pacnipoctpanenHoit (bonee 35 3K3eMIUISIpOB) abeppanueii sBiis-
€TCsI TIOSIBJIGHUE JIOTIOJHUTENIbHBIX TabauueKk B 0a3abHOM BeHUMKe. J[ornoaHu-
TeNbHbIE TaONIMUYKM B 0a3albHOM BEHUHMKE PACIOJIAarajuch MEXAY IJIaBHBIMH
1 ObLTM OOBIYHO 3HAYUTEIHHO MEHBIIEro pasmepa (puc. 2: 16, 19, 20). B ne-
KOTOPBIX CIIyyasiXx B MHTEPpaJNyce Ha MecTe OJHOM 0a3anuu MpHUCYTCTBYIOT,
pacrmonarasicb Ipyr HaJ JpYyroM, JABE-TPH OTHOCHUTEIBHO KPYIMHBIC TAOIUYKH
(Bepxuue u HIKHHE Oaszanuu, Poxuo, 1983). [lomoOHbIe abeppaliuu BHISBIIC-
HBI ¥ TpeX 3K3eMILIIpoB Moscovicrinus multiplex n3 MstakoBo (puc. 3: 6, 7).
B stux ciayuasx oOmas msaTHIIy4YeBas CHMMETpPHUs CHJIBHO HE Hapylianack. B
Oosee pegKHX CIydyasix UMEJUCH JOMOJHUTENIbHBIC CEPUH TaOJIMYEeK U3 BEPTH-
KaJIbHBIX, TUO0 TOPU30HTANBHBIX PsA0B (pHC. 3: 3). Y HEKOTOPBIX IK3EMILISIPOB
Belashovicrinus gjelensis 4ucno TOMOJHUTEIbHBIX MAJICHBKHX TA0JIHYCK B ITUX
psanax goxonmiio a0 12 (puc. 4: e, o).

VY abeppaHTHOIrO 3K3eMILIIpa HEOIMCAHHOIO HOBOI'O poja U Buaa 0J10Tpo-
KPUHOUJCH U3 BEpPXHEro KapOOHa MMEEeTCs LEIIbIH psii U3 CeMH BepXHHUX Oa3za-
neit (puc. 3: 3; puc. 4: 06). B 6azansHOM BeHUHKe B HHTeppaanyce AB HaxonsTcs
TpH TaOJIMYKHU — O7lHA OOJIbILAS, HYKHSAS U 1B O0Jiee MEJIKHUE, PACHIONIOKEHHbIE
cBepxy. Ha mecTe pajinaHaibHOM TaOTMYKN HAXOASTCS JIBE HEOOJbIIINE TaOId-
ku. He o4eHpb sicHa HHTEpHIpeTanus 4eTbipex TabaudeKk — KpynHoH (7BepxHen
6azampHON BC) 1 Tpex 60see METKOTo pa3Mepa pacioio’KEHHBIX B HHTEeppaIu-
yce BC non paaunansio C, cnpaBa OT aHaJIbHOIO HHTEPPAIHYCa.

V psina abeppaHTHBIX K3EMIUISIPOB HaOI0AaeTCsl pa3phlB 0a3albHOIO BEH-
yuka. [Ipy 5TOM B MecTe pa3pbiBa MPOUCXOAUT KOHTAKT pajHalbHBIX H HH(pa-
0azanbpHBIX Tabamuek. Y 3k3. Moscovicrinus (puc. 4: a), Cyas 1o BCeMy, Ha paH-
Hell cTaJ iy OHTOreHe3a ObLIIO 3aJI0KEHO YeThIpe 0a3aibHble Tabnuuku. Pa3poc-
hIasicss AUCTaIbHAS YAaCTh paAuaibHOl Tabauuku D 3aHs71a MECTO OTCYTCTBYIO-
mieit 6azanpHOM CD, mpu 3TOM pannaHanpHas TabaudKa ObLTa CABHHYTA BBEPX,
TakK, 4TO B UTOT'E BCE BBILICIICKALINE aHAIbHbIC TaOJIMUKH, BKJIIOYas aHAJIBbHYIO
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Puc. 4. PazBepTku abeppaHTHBIX AK3EMILIIPOB KIAJUAHBIX MOPCKUX JHUIHUiL: a — Mosco-
vicrinus multiplex (Trd.) (ox3. ITMH, Ne 5450, 6/1) yeTbipe 6a3anbHble TAOIHUKH (OTCYTCTBYET
6azasnp CD, ee MecTo 3aHMMaeT pa3pocHiasics paanaib D), aHAIBHBIN MHTEPPAAHYC CMEIICH
BBepX; 6 — Blothrocrinidae gen. et sp. indet., 3x3. ITMH, Ne 5450 6/H, B 6a3a1pHOM BEHYHKE CEMb
JIOTIOJIHUTENBHBIX (PHIKHUX panuaneil) tabnuuek; ¢ — Aesiocrinus patens (Trd.), sx3. ITMH,
Ne 137/23, mecTupykuit 3Kk3eMIuIsSp, ceMb paguanbHbIX Tabnuuek (Ha paguane E’), mects Ga-
3aJbHBIX Tabnuuek; e-u — Belashovicrinus gjelensis Arendt et Zubarev: ¢ — sx3. [ITH, Ne 5348
0/H; 4eThIpexpyKui sx3eMInIsIp (pyka B paguyce C He pa3BUTa), C CEMbBIO JOIOIHUTEIEHBIMY Ta-
OnuukaMu B 0a3anbHOM BeHuHKe; O — 9K3. [IMH, Ne 5348 6/H; miecTUpy KU SK3EMILISAP (JTUIIHSS
pazanaib pacronoxkeHa Mexay paguycamu C u B), ¢ meCTbI0 JONOIHATEIEHBIMU TaOIHYKaMU
B OazanpHOM BeHUHKeE; e — 9Kk3. [IMH, Ne 5348 0/u; mecTupyKkuii SKk3eMIuisp (TUIIHSASA pagnalib
pacrnonioxxeHa Mexxay paauycoM C M aHaJIBHBIM MHTEPPaZHyCOM), C IBEHAIIATHIO JOIONHU-
TEeNbHBIMH Ta0lMYKaMu B 0a3aibHOM BeHUHUKe; oc — 3k3. [IMH, No 5348 0/H; werbIpexpykuii
9K3eMIUISIp (OTCYTCTBYET pajuaib B), ¢ IBEHaAAThIO IONOJHHTEIBHBIMU TaOnu4KkaMu B Ga-
3aJIbHOM BeHUHKe; 3 — 9k3. [IMH, Ne 5348 6/1; nsitupykwuii sx3eMIisip ¢ (?) MIecThI0 panaisiMu
(mecTast pacmonoKeHa MeX Ay aHaIbHBIM MHTEPPaANycoOM U paanycoMm D) u AeBATHIO IOMON-
HUTEIBHBIMU TaONMHYKaMu B 6azanbHOM BeHuMKe; u — 9Kk3. [IMH, Ne 5362 6/H; ueTbIpexpyKkuii
9K3eMILIAp (OTCYTCTBYET paauais D).
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X, OKa3aJguCh 3a IpenejaMu Jamedku. Y 3k3. Mooreocrinus geminatus (KOJII.
Ne 5348; puc. 1: 10) oTrcyTcTByeT 06a3anp EA, cam BEHYHK ITPH ITOM HECKOIBKO
YBEJIMYEH 10 CPABHEHHIO C OOBIYHBIMH SK3eMIUIsIpaMu. Kpome TOro HeCKoJIbKO
yBeIUYCHA pajualib A, KOHTAaKTUPYIOIas ¢ HHPpaba3aIbHBIMU TaOTHYKaMu A
u E. Y sxzemiuisipa Ulocrinus (Ne 3678/591; puc. 1: 9) orcyrcrByet 6a3ans DE, a
ee MEeCTO 3aHMMaeT CHIILHO paspociiascs nHppadazanpHas Tadnuuka A+E, npu
aToMm uH(ppabdazans D cHIIbHO penylinpoBaHa B pa3Mepe.

B psine ciryuaeB ymeHblIeHHne uncia 0a3aleil BeJeT K 3aMeTHOMY M3MEHe-
HUIO QOPMBI YalIedKH. Y HEONUCAHHOW MOPCKOW JIMJIMH, MPEANOI0KUTEIBHO
OTHOCSIIIENCs K HOBOMY poay B cemeiictBe Decadocrinidae Strimple et Moore,
1971, u3 «pbIOHOTO CiIOs» Kapbepa JloMonenoBo ¢ Tpems Oa3ansmu, 6azans EA
CUJIBHO peayIupoBaHa B pa3mepe (bosee gyem BaBoe). bazamuu AB u DE oTcyT-
CTBYIOT. IX MeCTO 3aHMUMAaIOT COOTBETCTBEHHO pajauaiuu A u E, rpanuyaniye
B HWXXHEW vacTu ¢ uHpabda3anpbHBIM BeHUHKOM. [Ipu 3TOM (hopma uarmeuku
HECKOJIBKO KOCOOOKas, CKoIeHHas B cTopony panuyca C (puc. 3: 8). Cxoqnas
abeppanus BIABICHA y 9K3eMIULsipa Pegocrinus sp. u3 SIMckoro kapbepa (KoJi.
Ne 3678). Dk3eMIUIsIp HEMOJIHOM COXPAaHHOCTH: COXPAHUJICS TOJILKO UH(pada-
3aIbHBIA BeHYHK, Tpu 6azanun — CD, DE u EA u ogna paauans. Ho o rpansm
COXPaHMBIIUXCS TaOIUYEK yNaeTcs PEKOHCTPYHPOBATH ITOJIHOE CTPOSHHUE Ya-
meyku. SICHO BUTHO, 4TO MeCTO Oa3anbHOM Tabnuykn AB 3anmMaeT paspocmia-
sicsl painallb A, KOHTaKTUpYomas ¢ nHppada3aTbHBIM BEHUUKOM.

PanuanbHblii BeHYHK

B pannanbHOM BeHunke abeppally CBS3aHBI C YMEHBILCHHEM (IEBATH K-
3eMIUISIPOB) WJIM, YBEITMYEHHEM (BOCEMb JK3EMIUISIPOB) YMcia TaOJIWYeK B TO-
PU3OHTAJILHOM PSIy M TIOSIBJIEHHEM B OJIHOM M3 PaJyCOB OJHOM MIJIM HECKOJIb-
KUX JIOTIOIHUTEIBHBIX TaOJIMYEK B BEPTHKAJIBHOM ANy (BEpXHEH WM HIDK-
Hell paauaiuy, TPU IK3EMIUTsIpa). Y HEONMHCAHHOTO MPEACTaBUTENS CEMEHCTBA
Graphiocrinidae u3 BepxHero kapoona ct. [lludepnas (k3. Ne 3678, puc. 3: 9) ¢
YETBIPHMS pyKaMH OTCYTCTBYET (paceTKa Ha HEOOBIYHO MaJICHbKOW paualbHOM
tabnuuke C. Y 0JHOTO U3 YETBIPEXPYKHUX IK3EMIUIIPOB Belashovicrinus gjelensis
pamuans C cUIIBHO peAaylupoBaHa B pazmepe (puc. 4: 2). Y BTOporo 4eTeipexpy-
KOro 3Kk3eMIuisipa Belashovicrinus ¢ 17 0a3albHBIMU TaOJIMYKAMH TOYHO HJICH-
TUGULIHUPOBATh OTCYTCTBYIOIIYIO paAHaibHY0 TaOIUUKY 3aTPyAHUTENBHO, HO,
[0-BHINMOMY, OTCYTCTBYET pamuaib B (puc. 4: oc). Mexay Tem, y Bcex Tpex
n300paKeHHBIX paHee YeThIPEXpYKUX Belashovicrinus 0TCyTCTBOBaAJA pagraib-
Hasi Tabnuuka A (ApeHar, 3ybapes, 1993). V sk3. Mooreocrinus geminatus (KO
Ne 5348, puc. 3: 10) B paiuaabsHOM BeHUYHKe paguyca D HaxomsTcst iBe TaOIHUKH,
pacroyoxeHHbIE O/IHA HaJl IPYTol B BEpTUKAJIBbHOM psiy. Ha BepxHeilt Tabnnuke
nMmeetcs (aceTka IS NPUKPEIUICHHUS PYKH, 110 IIHPUHE 3HAYUTEIHHO MEHbIIIE-
ro pa3Mepa, YeM B OCTaNIbHBIX paanycax. HuxHss Tabiauuka pacnonaraercs Ha
MecTe 00bIYHOHN panuanbHol Tadbanuku D. BeieacTBue HEKOTOPOro yBeInueHHs
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BBICOTHI YallledKu B paauyce D u npuneraromux nHTEppagnycax, B COCTaB 4da-
LIEYKH BOLIA JOTOJHUTENbHAs YeTBEpTasl aHaibHas TaOnMuyka, oOBIYHO pac-
noJiararomasics BHe rpezeson yameyky. CieBa 3Ta ueTBepTas aHajabHas TabIuy-
Ka IpaHUYUT C BepxHel paguaneio D. ¥V npyroro sksemmisipa Mooreocrinus
geminatus (komn. 5362) panuans C CUIBHO pelylHUpOBaHA U YIUIOUICHA, U Jie-
KUT OOJBIIeN CBOEH YacThIO HAa paJiMaHajbHON TaOIM4YKe, KOTOopas MO CBOEMY
TIPOUCXOXKICHUIO SBIISICTCS, OUCBUIHO, HIDKHEH panuanbHoil (Philip, 1964, 1965;
Rozhnov, 2002). Kpome Toro, B 6a3apHOM BEHUYHKE PACIIOIIOKEHO CEMb Ta0IH-
YeK, IIPU 3TOM OFHA M3 TaOIWYEK JICXKHUT B paauyce B u, BO3MOXKHO, SABISETCS
HWKHEH pajinajbHON K COOTBETCTBYIOLIEH Tabnuuke B.

VY ak3emiuisapa Pegocrinus cf. bijugus (Trd.) umerorcst Toabko yeThipe (?A
(mmu E), B, C u D) pagnansaple TaOMIWYKH, TPU U3 KOTOPBIX HECYT (paceTKu
(ITNH, xomn. Ne 5348 6/m; puc. 3: 2). YerBeptas paamans D 3axara cieBa
MEXly IPUMBIKAIOLIEH pasnajbio U aHaIbHBIMH Tabnnukamu. Kpome Toro 0a-
3aJIbHBIM BEHYMK JIAHHOTO 3K3EMIUISIpA Pa30pBaHHbIM: B 0a3ajlbHOM BEHUHKE
4yeTbIpe Tabnuuky, ogHa U3 Kotopsix (?DE) cunbHO peayunpoBaHa B pazmepax.

Bonbmioit maTepec mpencrapisier abeppaHTHBIA MIECTHPYKUH (? ceMHpy-
kui) sx3emiuisip Aesiocrinus patens (Trd.) uz MsukoBo (3kx3. 137/23; puc. 3: 5;
puc. 4. 6). Ero gamedyka HeMHOTO qeOpMHPOBaHa, TEM HE MEHEe, yIaeTCs OXa-
pakTepru30BaTh NOYTH BCe MOP(OIOrnieckre 0COOCHHOCTH Yaleuku. B paguy-
ce C IpuCyTCTBYIOT JIB€ paluaibHble TAOJUYKH, OZHA U3 KOTOPBIX PACIOIOKEHA
BBIILIE U CMEIICHA B CTOPOHY aHAJBHOTO MHTeppannyca. OT Hee OTXOAHUT pyKa
HECKOJIbKO MEHBIIINX pa3MepoB, YeM B JIpyrux pajanycax. Cyns 1o MoioKeHUo
TaOJINYKH, OHA SIBIISIETCS TT0 TTPOMCXOXKJICHHUIO, BUJIMMO, BEPXHEH paIuaIbHON,
[IOCKOJIBKY IIPUMBIKAET CBOMM JAHUCTAIbHBIM KOHLIOM CJIeBa K BEpXHEH 4acTH pa-
nuanu C. BosmoxxHo, B paanyce E Toxe Obl1o 1Be TaOIMUKH, BEPXHSST U HIK-
HSsI, XOTSI BEPXHsS pajuaib U OTXO[SIINE OT Hee PyKH He coxpaHuiauch. Ha
3TO yKa3bIBAET OTCYTCTBHUE SIBHBIX CJIeJOB (aCeTKU AN MPHUKPEIJICHUS PYKH
Ha IpearnoiaraeMoi CebMON pajnalii, pacloloKeHHOW MeXIy paauaisiMu A
n E. Onnako, eciii 3Ta TabNMYKa MO MPOUCXOKACHUIO AEUCTBUTEIHFHO paguaib-
Hasl, TO OHa SIBJISICTCS HIYKHEH paauanbHol E, B TO BpeMs Kak k 0oJiee KpyITHOH
BepxHeH paananbHOil E cBepXy mpuKperuieHa Xopomo pa3BuTas pyka. Y 3Toro
9K3EeMIISIpa OBbLI eI KOMIUIEKC abeppaluii: B 0a3ajibHOM BEHUHKE OBLIIO0, T10-
BUJIUMOMY, IIECTh TaOJIMYEK, HEOOIIbINAsT TA0JIMYKA PACIIOIOKEHA MKy Oa3a-
nusamu CD u DE, Han pagunansio D. Kpome Toro ananpHas apes cMelleHa BHU3,
[I09TOMY B COCTaB YalIEYKH, IOMUMO aHaJIbHOH TaOIM4KU X, JOMOJIHUTEIBHO
BXOJAT ABE BhILIENIEKALIE TAOIMUKHY aHAJIBHOTO X000TKa.

AHajabHas apesi

Abeppanii B aHAJIBHOHM apee CBSA3aHBI, B OCHOBHOM, C U3MEHEHHEM YHCia
TaOIMYEK, BXOISIINX B COCTAB YaIlleUYKH, U C PACIIONIOKeHUEeM 1 (popMoii paau-
aHAJHHON TaOIUYKH.
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Ox3eMIuIsIpel Mooreocrinus geminatus (Trd.) n3 BepXHEKaMEHHOYTOJIBHBIX
otnoxenuii cT. llIndepHast mposBIAIOT OONBITYI0 H3MEHIUBOCTH ()OPMBI U pa3-
MEpOB aHAIIBHBIX TAaOIMYEK BILUIOTH JO WX TOJHOTO BHIXOJA 3a MPENeibl JTUC-
TaJlbHOW T'PaHUIIBI PaJANAIbHBIX Tabnuuek (puc. 2: 15 — oqHa Tabiauvka B CO-
ctaBe yaneyku). OQuH 13 3K3eMIIApOB 3Toro Bua (koi. Ne 5348) nemoncTpu-
pyeT oOpaTHBIN MpoIecC — pa3pacTaHue aHAIBHON aper B Ipeneiax 4Jalleuku
10 16 TabIMYEK BMECTO TPEX Y HOPMAIBHBIX IK3EMILISIPOB, 00Pa3YIOMHUX CHUITb-
HOe OokoBoe BeIIsTuMBaHue (puc. 3: /). OcTaabHble TAOTWIKH YAMICYKHA STOTO
AK3eMIUISIPa UMEIOT OOBIYHYI0 (OPMY pas3Mep U IMOJIOKEHHUE, 33 HCKIFOUEHUEM
CJIETKa OTTSHYTBIX KPaeB palualibHbIX U 0a3adbHbIX TAOJIUYEK Y TPAHUIIBI pa3-
pacTtaHus TaOJUYEK aHAJIBHON OOJACTH.

OcoOenHocTu BeTBJeHHA pyK Y Moscovicrinus multiplex (Trd.)

[pencraBurenu pona Moscovicrinus multiplex cpaBHUTEIIBHO YacTO BCTPE-
YaloTCsl B TMIECKOBCKOM M CyBOPOBCKOM CBHTax, YTO TO3BOJIMIIO COOpaTh Tpe/-
CTaBUTENBHYIO KOJUISKIIMIO 3TOTO BUJa. B Hell mpepcTaBieHbl MOYTH IIETbIC
9K3EMILTSIPHI KPOH XOPOIIEH COXPaHHOCTH, YTO TIO3BOJIAIIO JIETATHHO U3yYHTh
MOP(OJIOTHIO ¥ U3MEHYUBOCTH CTPOCHUS pyK. Bapuanuu B BeTBieHNH pyK y M.
multiplex 6p11u oT™Medensl B nutepatype (Trautschold, 1879; Slkones, MBaHoB,
1956). OnHako B 3THX paboTaxX, B OCHOBHOM, PACCMaTPUBAIIUCh JIUIIb OTJCIbHbBIC
MPUMEPbI H3MEHYNBOCTH KOJTMYECTBA H MOJOKEHHSI TPUMHOpaxHalieil U CeKyH-
nubpaxwuanei. belto oTMedeHo, 9TO B KaKJIOM paanyce ObIIO OOBIYHO TIO JBA,
peXe TpH ITUX CKEJIETHBIX JIEMEHTa; KOJIWYECTBO BETBJICHHI B Pa3HBIX pauy-
cax U3MEHYMBO, HO OOBIYHO He OOoJIbIIe TpeX (0OIHO BETBJICHHE TIEPBOTO MOPsIAKA
1 JIBa — BTOPOT0), ¥ JINIIb KPaiHE PEAKO BCTPEUAIOTCSl BETBIICHUS 00JIe€ BHICOKO-
ro TPEThEero Mnopsiaka. 3To, B YaCTHOCTH, HAIIJIO OTPAKEHUE HAa HEIOJIHOM U He
COBCEM TOYHOM JTMarHo3e poja rnpuseneHHoM B “Treatise” (Moore, 1978).

Mzyuus xomnekmuio [IMH PAH n mpoananm3upoBaB TOCTAaTOYHO OONBIIOE
KOJIMYECTBO AK3EMIUISIPOB, HAM yJIaJIOCh BBISIBUTH HHTEPECHBIE 3aKOHOMEPHOCTH
B PaCIOJIOKEHUH BETBEH M 0COOEHHOCTSIX UX BeTBIeHUs1. OKa3anoch, 4TO B paJiu-
yce A 4icio BEeTBICHUH HAaMMEHBIIIEe — OTHO BEeTBIICHHE. VICKITI0UeHNEeM SIBIISIeTCSI
enuHCTBEHHBIHN 3Kk3eMIusip (Ne 137/1173) ¢ ueTbIipbMsi BETBSIMH (BETBJIICHUS JABYX
nopsiakoB). B paamycax B u E ware Bcero pacmosioKeHo mo Tpu (pexke 9eThIpe)
BeTBHU. B ciydae Tpex BeTBeH, UX MOIOXKEHNE acCUMEeTpUYHOe: B paanyce E BTo-
poe BETBJIEHHE MTPOMCXONT TOIBKO Ha MPABOi BETBH, a B pajguyce B — Tonpko Ha
neBoii (puc. 5). B aByx npyrux paanycax C u D pacnonoxeHo 1o 4etbipe (pexe
TpH) BeTBHU. B ciyuae Tpex BeTBeil, BTopoe BEeTBJICHHE HAOIIOAAETCs KaK CieBa,
TakK ¥ cripaBa. TakuM 00pa3oM, B pacloNoKEHUH BETBEH BBISBISIETCS IBYCTOPOH-
HSISI CHAMMETPHUSI OTHOCHTENFHO TUIOCKOCTH CHMMETPHH, TTPOXOASIIEH uepes pau-
yc A u uateppagnyc CD. C MophodyHKIIHOHAITBHON TOYKH 3PEHHS, 3TO MOTJIO
OBITH CBSI3aHO C OJM3KUM PACIIOJIOKEHNUEM ITHX BETBEH K aHATBHOMY OTBEPCTHIO,
YTO JIeJIaJI0 HEelleJIeCO00pa3HbIM Pa3BUTHUE 3/IECh JOTIOJHUTEIBHBIX BETBEH H3-3a
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Puc. 5. Cxema BeTBnenus pyk Moscovicrinus multiplex (Trd.). B cronbuax npuBeneHs! cxe-
MBI BETBJIEHUS PYK B COOTBETCTBYIOLIUX paauycax (A, B, C, D u E) ayis pa3HbIX 9K3eMIIApOB.
udpamu B kpyxke 0003HAUCHO YUCIIO COOTBETCTBYIOMNX IIPUMHUOpaxuanell 1 ceKyHanopaxu-
aseil B pasHbIX paanycax Ui KaKa0ro SK3eMILIspa.
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BO3MOKHOT'O 3aCOPEHHUS MUILEBBIX IOTOKOB B 3THX BETBSIX COOCTBEHHBIMH (he-
KaJIbHBIMH HesuteTaMu. CpaBHEHHUE C JPyTUMHU MOPCKUMU JIMJINSIMU [TOKA3bIBACT,
YTO BETBJICHUS B pajuyce A y KIaJuAHbIX MOPCKUX JIMIHUH B LiesioM OoJjiee Bapu-
abeNnbHBI, YeM B OCTANbHBIX paanycax, Kak u'y Moscovicrinus multiplex. Kpome
TOTO, BBISIBJIEH OIpEIeNICHHBIN MOPSA0K B M3MEHYMBOCTHU YHCIIa MpUMHOpaxua-
Jeii: 0OBIYHO WX YMCIIO PaBHO ABYM BO BCEX paJHycax, HO MHOT/IA BCTPEUAIOTCS
U TPpHU TIPUMHOpaxXHuaiy, HO TOIbKO B pamnycax A, C, E (a He Tonpko B A, Kak
ormeueHo B “Treatise”). B paguycax B u D Bcerna o ase npumuOpaxuaimmu. 13-
BECTEH JIMILb OIMH 9K3EMIUIAP C SAMHCTBEHHON MPUMHUOpaxuabio B paguyce D.

OBCYXXJIEHUE

OcHoBHBIC a0eppalvy B H3yYCHHBIX YallleuKax KJIaIMJIHBIX MOPCKUX JINITH
13 KaMEHHOYTOJBHBIX OTiIOkeHUH [logMockoBHOTO OacceiiHa CBA3aHBI ¢ H3Me-
HEHHMEM YHClia U Pa3MepoB TaOIHUEK B OHOM HJIM HECKOJIbKUX BeHUMKax. Mx
4acToTa 1 0COOGHHOCTH CHIIBHO MEHSIIOTCSL B 3aBUCHMOCTH OT TakcoHa. YacTtoTa
abepparuii MoxeT kosiebarbest oT joJielt mpoueHTa (<0.5 %) 10 10 %. Mopdo-
JIOTUYECKHUE TPOsBIICHUs adeppaiuii KoJeOM0TCS OT HEOOJBIIUX U3MEHEHHH
pasMepoB 1 GOpMBbI TAOIMYEK, ICUCIHOBEHHSI OJTHON TAOJIMUYKH WITH MTOSIBICHUS
JIOTIOTHUTEILHON TaOJMYKH B OJTHOM M3 BEHYUKOB JI0 KOMIUJIGKCHOTO M3MEHE-
HUS COCTaBa Ta0IMYeK U UX (OPMBI B IBYX UIIH TPEX BEHUUKAX.

Abeppanuu nHPpada3aIbHOr0 BEHUYHUKA TPEUMYIIECTBEHHO 3aKIIFOYAIOTCS B
o0I1eM M3MEHEHUH ero GOopMBbI IIPH aJanTaluy U3MEHEHHs POPMBI HA TPaHUIIC
¢ abeppaHTHBIM 0a3ajbHBIM BEHYMKOM. Hampumep, HM3BECTHO MOSIBJICHUE HO-
BO# rpanu y uH¢pabaszanu C u3-3a MOSBIICHUS JUIIHEH 0a3aJIbHONW TaOJIMUKH
MEX Ty cTaHmapTHeIMU TabimakaMu AB u BC (puc. 2: 4). DTa TuImHssa Tabndka
pacrosokeHa HEMOCPEAICTBECHHO MO/ PAIUaIbHON B 1 1o cBoeMy mpoHcxoxie-
HUI0 MOXET OKa3aThCs HUKHEW paauainbHON B, mosBuBIIeics 10 Havana ¢op-
MHUpOBaHMs 0a3ajbHOTO BEHUMKa. B HEKOTOPBIX ciydasx adeppauuu HHQpa-
0a3anbpHOrO U 0a3aJHLHOT0 BEHYMKOB CKOPPEIMPOBaHbL. BeTpedeH sK3eMIuisp ¢
ennHOM 0oMbIoi nH(ppada3apio HA MECTE ABYX CTaHAAPTHBIX Tabmmdek D u E
(puc. 2: 11). Ora oObenuHeHHAS WH(ppada3alb KOHTAKTHPYET HETTOCPEIACTBEHHO
C pauaIbHBIM BEHYMKOM, 3aHUMasi MECTO B PA30PBaHHOM 0aJIbHOM BEHUHKE OT-
cytcrByromieit Tabnuuku DE. B npyrom ciydae rmpu cTaHIapTHOM pajrallbHOM
BEeHYMKE WH(pada3albHbli BEHYMK CHIBHO U3MEHEH (Tonbko 4 mH]pabazany,
BCE pa3HOT0 pa3Mepa, caMas O0ombInast Ha Mmecte A u B, coBcem manenbkas C, Bu-
MO M3-32 3HAYUTEIRHO pa3pociieiics D). bonbmas pazpocmasics mHppadazainb
(A u B) 3aamMaeT MecTo erie 1 6a3anbpHOi AB, pa3pbiBasi 0a3aIbHBIN BEHUHK, U
KOHTaKTHPYET HEMOCPEACTBEHHO C PaUalIbHBIM BeHYHKOM (puc. 2: 8). M3BecteH
cityuai, korja nH(paba3aneii nsiTh, HO ABE U3 HUX A 1 B HEOOBIYHO MalileHbKHE,
a C cuiibHO paszpaciack, HO He pa3pbiBaeT 0a3aibHbIN BEeHUHK U3 YETHIPEX TaOlIu-
yek (orcyTcTBeT 0azanb AB) (puc. 2: 6). B npyrom ciyyae u3 nstu uH(ppadasa-
neit onmHa Tabnnuka E HEOOBIYHO MasieHbKasl, OCTAJIbHBIC TPUMEPHO OJIMHAKOBOT'O
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pa3mepa, HO GopMa BEHUMKA MOYTH KBaApaTHAas, TaK KaK OH KOHTaKTUPYET C
0a3aJbHBIM BEHYMKOM U3 YETHIPEX OJMHAKOBBIX TAOJNYEK — OTCYTCTBYET 0a3alib
DE, muto AE (puc. 2: 5). Horna aGeppaliuu 3aXBaThIBalOT BCE TPU BEHYHKA.
Tak, B uH(pabdazanpHOoM 1 0a3ajJbHOM BEHUMKE 10 4YeThIpe TabJMuKe, a B pa-
JUalIbHOM UMEIOTCSl BCE MATH TadIu4eK, HO ofHa u3 HuX (D) 3ameTHO MeHbIe
ocTaibHbIX (puc. 2: 13). Hepeako nameneHus B nHppada3aIbHOM BEHUUKE BOOO-
II1e He 3aTparuBaroT 0a3aabHBIN BEHYHK, a TeM 0oJiee YIaIeHHBIA paanaabHbIH:
IIpH ISTH nHpada3aingax MOXKeT pa3pacTarbes Tabanuka C 3a cyeT MaJICHbKOM
D, octanbHbie 00bI9HOTO pasmepa (puc. 2: 1); MOryT pa3pactarbest TabIuku E u
A tipu Mmaniebkux B u D u 00brunoii C (puc. 2: 2); u3BecTHO cnusiHue nHppada-
neit Cu D (puc. 2: 17) wnu D u E nipu ocTanbHBIX Y4eThIpeX 00BIYHOTO pa3Mmepa.

Bosznukaet Borpoc, Kakoi n3 BeHUWKOB, 0a3aJIbHBIH 1M HH(pada3albHbIN,
pa3BUBAETCs paHble B OHTOI'CHE3€, U IIPU adeppalnuy B 000MX BEHUNKAX KaKOH
13 HUX OKasbIBaeT CBOE BIHMsHUE Ha Apyroi? Ilpexiae yeM OTBETHTHb HA 3TOT
BOIIPOC, PACCMOTPUM OCHOBHBIEC adeppaiuu 0a3anbHOr0 BEHUNKA, KOTOPBIE HE
CBsI3aHBI ¢ abeppauusiMu nHppada3zaJbHOrO BEHYHKA.

BazanbHbIil BEeHUMK OKa3bIBA€TCS HAUOOJEE TOABEPKEHHBIM Pa3HOOOpa3-
HbIM abeppanusM. CrutomHod 0a3abHbI BEHYMK M3 YETHIPEX OIMHAKOBBIX
Ta0MYCK, COUCTAIONTUICSA ¢ mHppada3aJIbHBIM BEHUYNKOM, OBLIT YK€ OTMEUCH
BhIIIe (puc. 2: 5, 6, 13). MoxeT oTCyTCcTBOBaTh 0offHa U3 Tabnudek (AB nnu EA)
U TIPH 3TOM BEHYHMK OKa3bIBACTCS Pa30PBaHHBIM M MECTO OTCYTCTBYIOLICH Oa-
3anu AB 3aHuMaet nubo cuibHO paspocuiasicss nHppadazans (puc. 2: 8), 1100
Ha mMecte 0azanu EA pacrnonaraercs qucraibHasi 4acTh pagualibHON TaOIHUKK
(puc. 2: 10). B omHOM cityyae 0a3abHbIM BEHUUK pa30pBaH Cpa3y B IBYX MECTaX:
6azans EA criibHO pemynmpoBaHa B pa3mMepe, OTCYTCTBYIOT iBe Oa3aibHBIC Ta-
onmnuku AB u DE, 1 ux MecTo 3aHMMarOT IPOKCUMAJIbHBIC YACTH paananeid A
u E, KoHTakTHpYyIomue co CTaHIapTHEIM HH(ppada3aibHBIM BEeHUUKOM (pHC. 3:
8). B aToM ciyuae IpOKCHMaJbHBIC YAaCTH BCEX ISTH PagUalbHBIX TaOIUYEK
OOBIYHBIC M OJMHAKOBOT'O pa3Mepa. 3HAUUTENBHO Yalle B 0a3albHOM BEHUHKE
TOSIBIISIETCSl OJIHA WJIM HECKOJBKO JOMOJIHHUTEIBHBIX Ta0nuyek. OOBIYHO J10-
MOJHUTENbHAs TabJaruKa B 0a3aJIbHOM BEHUYHMKE TECHO CBSI3aHa C pajHalibHOM,
pacronarasich HEOCPECTBEHHO Ha €€ IUCTAIbHOM IPOJOKEHUH U BHEAPSACH
MeXly 0a3aJbHBIMH TaOJUIKaMHU B UX IPOKCUMAaJIbHOW YacTH WIJIM MHOTZIA J0-
cturas uHppabazaneit: mon panuansHoir A (puc. 2: 16), mnoxa paauanbhon C
(puc. 2: 4, 14), nox panuanansHOU (puc. 2: 19), nox panuansaoit D (puc. 3: 10).
W3BecTen 0a3anbHBIA BEHYUK ¢ ceMblo Tabnuukamu (puc. 3: 7). B atom cinyqae
JOIOJIHUTEIIbHBIE TAOIMYKH IOUYTH OIMHAKOBOIO pa3Mepa C OCTAJIbHBIMU pac-
nonokeHsl Mexay 0azansmu EA u AB, EA un DE mon cooTBeTcTByrommMu
paanansmu A u E. 1o mpoucxoxaeHuIo Bce 3TH AOMOJIHUTENbHbBIC TAOIUYKHY B
0a3aIbHOM BEHYHKE MOTYT OBITh HIDKHHMH PaJHajbHbIMU, BHEAPUBLIMMHUCS B
0a3abHBIN BEHYHK B pe3yJbraTe, BUAMMO, Oojiee paHHEH 3aKialkKu pajidaib-
HOT'O BEHYHKAa B OHTOreHe3e (0HOBPEeMEHHO ¢ 6a3zanbHbiMK). Ho n3BecTeH ciy-
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gaif, korma 0a3aapHas TaOJIMYKa pa3jelieHa Ha BEPXHIOIO U HIDKHIOKO (puc. 4: e).
WHorma mpouncxoxaeHne JOMOTHUTEIBHBIX TAOINYEK MEXTY 0a3aIsiMU MOXKET
OBITh MEHEE OJIHO3HAUHO OmpeaenuMbIiM. Hanpumep, ciryuait ¢ TpeMst MajeHb-
KUMHU JIOTIOJIHUTEIbHBIMU Ta0JIMYKaMU 10J] paiHaIbHON D Mex 1y 6a3aabHbIMU
tabimukamu CD u DE (puc. 2: 20). Ho BecbMa BEpOSITHO, YTO 3TO CEPUS HUKHUX
paauanbHbIX Tabnmuuek D, 3aJI0)KUBIIMMHUCS B OHTOTEHE3€ paHbllie 0a3aJIbHBIX.
W3 5TOr0 MOKHO cienaTh BBIBOJ, YTO JOTIOTHUTENbHBIE TAOIHYKH B 0232 TbHOM
BEHYHKE OOBIYHO CBS3aHBI C BHEPEHHEM B 0a3albHbII BEHYMK HIKHHUX Pau-
aJBHBIX TA0JIMYEK, BOSHUKAIONIUX IIPY CMEIICHUH 3aKJIaJIKH pajinajieil Ha Ooee
paHHHE OHTOICHETHYECKHE CTAAHH — OJTHOBPEMEHHO ¢ 0a3aJIbHBIMH, HO TIOCIIE
uH(ppabazanbHbIX. Takol BEIBOJ CBUACTEIBCTBYET O TOM, YTO abeppaiuu B Oa-
3aJIbHOM BEHYHKE MOTYT ONPEACIATHCS Kak H3MEHEHHSIMU B HH(Ppada3zaabHOM
BEHUMKE (PEIKO), TAK U B paIHATFHOM BEHUHKE (JaIle). DTOT BBIBOJ IIOATBEPIK-
JTAETCSl aHAJIM30M KOMIUJIEKCHOTO M3MEHEHUsS BCEX HIIM TOJBKO 0a3ajbHOTrO M
paauaibHOrO BEHYHKOB.

Aleppanuu paauaibHOTO BEHUMKA, CBSI3aHHBIC C IOSIBJICHHUEM JIOTIOJHU-
TEJIBHBIX pajuajiei B TOPHU3OHTAIBHOM Sy, B TOM YHCIE, HECYIIHX (acer-
KM JUIsl IPUKPEIUICHUS] PYK, WM UCYC3HOBEHUEM OJHOW W3 pajualieid, Kpai-
HE peiKu B OONBIIMHCTBE M3YYEHHBIX TAaKCOHOB. VckiroueHue mpenctaBisieT
Belashovicrinus gjelensis (puc. 1-10, Tab. 3). Y 3T0ro BiIa H3BECTHO MATH YETHI-
PEXPYKHUX YallleYKH ¥ CeMb MIECTUPYKUX. Te v qpyrue SK3eMILTIpbl UMEIOT, KaKk
[IPaBUIIO, JIOTIOJIHUTEIbHBIC TAOJUYKU B 0a3aJbHOM BeHuuKe. [Ipu 3TOM y Beex
abeppaHTHBIX K3EMILISIPOB MH(PPada3albHbIi BEHYUK OCTACTCSl BCEr/a CTaH-
JApTHBIM WJIH JIMIH WHOTJIA Cclierka MeHsieTcss opMa U pa3Mepsl MPOKCHMAIlb-
HBIX dacTeil mHppabdazaneit, MoACTpaMBAIOMINXCSI K TOW WJIM MHOU abeppariu
0a3aTpHOTrO BeHYHKA. V13 3TOro MOXHO c/ienaTh BBIBOJ, YTO abeppaliuu 0a3aib-
HOTO M PaJUaJIbHOr0 BEHYHKa OBIJTM TECHO CBSI3aHBI B CBOEM OHTOI'CHETHYECKOM
pa3BUTHUH, TOraa Kak nH(ppadazaabHBI BEHUHK JIMIIb CIETKa IOACTPAUBAJICS K
9TUM abepparnusM, HOpMaJIbHO 3aKJIaJIbIBasiCh B OHTOT'€HE3€, OUEBUIHO, PaHbIIE
0a3aJIbHOTO W PaJInaIbHOTO BEeHYHKA. MHOTHE JIONOJHUTENbHbIC TaOIHuKu 0e3
HapyIIeHUs TSATHUIYYeBOW CHMMETPHH TOSBIAIOTCS KaK HIDKHHUE pajralibHbIC
TaOMYKHA M JaKe KaK Iellble CepUU HIKHUX PaJMajbHBIX TaOMWYeK, MHOTIa
CJIeTKa CMEILEHHBIE B CTOPOHY OT OCH COOCTBEHHO paJualibHbIX Ta0nn4ek. Takoe
BIleUaTsIeHue, 4TO Oa3aibHbIe U pauaibHble TAOIUYKH B HEKOTOPBIX CIIyYasiX 3a-
KJIQ/IBIBTHCH 0€3 YETKO OMpeAeIeHHON CUCTEMbI HITM KaK BEPTHKAJIBHBIC PSIJIbI
Pa3HOBPEMEHHO BO3HUKAIOIINX TAOIWUYEK B TEUCHHE OHTOTE€HE3a CMEIIArOIHECS
OTHOCHTEINFHO JIPYT Jpyra. M nummb coeauHeHre ¢ paaualbHBIMU TaOIUIKaMU
aMOyJIaKpaJIbHBIX KaHAJIOB OPraHU30BBIBAJIO UX IISTHIIYUYEBOU TIOPSJIOK.

BetBnenue pyk, moIpoOHO ONMMCaHHOE B IPEABIAYIIEM pa3zesie, HHOTAA 3a-
JepKUBaoch B paauycax A u C, rie mpoucxXoAnIio Ha TPETheM, a He Ha BTOPOM
AKCHIJLISIPHOM 4JIeHHKe. BTopoe BeTBlieHHE 00OBIYHO OTCYTCTBOBAJIO B pajnyce
A. B 1ienom, mpu BceX OTKIIOHEHUSX OT OOBIYHOTO BETBJICHUS PYK, B KPOHE CO-
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XpaHsIach TaK Ha3bIBaeMasl KPUHOMIHAS TUIOCKOCTh CHMMETPUH, TTPOXOISIIIast
yepes3 paauyc A u aHalbHbIA nHTEppaaunyc CD.

Aleppanuu B aHaJIBHOHN apee 3aKJII0Yal0TCS B PACIONIOKECHUU PaiaHalb-
HOU TaOIMYKU OTHOCUTENBHO paanaibHoil C, ee pazMepax v CTENEeHH BKIIIOYEH-
HOCTH B aHAJIBHBIX Ta0JIWYEK B COCTAB YalICYKHU. DTH KOJEOaHHUSI MOT'YT OBIThH
00BSICHEHBI H3MEHYUBOCTBIO UX BPEMEHU 3aJI0KEHHSI OTHOCHTEILHO (POPMHUPO-
BaHWS paJuabHBIX TAOJUYEK B OHTOTCHE3E.

[Nomy4enHbIe TaHHBIE TIO A0EPPALIMSAM COBIAAIOT C OTPHIBOYHBIMHU JTUTEPATYP-
HBIMH JJaHHBIMH 110 OHTOT€HE3Y HEKOTOPBIX MCKOIAEMBbIX KJIaIH[, COrIacCHO KOTO-
PBIM B YallleuKe MepBbIMHU 3aKJIaIbIBAIOTCS HH(Ppada3aIbHbIe U OpaIbHBIC TAOTMUKI
(Apennar, 1970). Pagnansabie Tabnnaku GopMUpYIOTCs Ha OoJiee TIO3JHUX OHTOre-
HETUYECKUX CTAIIMSX ¥ [0 CBOEMY ITPOUCXOXKJICHUIO CBSI3aHBI CKOpee ¢ Opaxuais-
MH, 9eM ¢ IpyTuMH TabimmakaMu damedku (Apenar, 1970). O6 sToMm, HampuMmep,
CBUJICTEIILCTBYET HAXOKa dK3eMILTsipa Delocrinus sp. ¢ akCUITSIPHBIME TPUMHOpa-
XHMaJsIMHU Ha MecTe paauanbaoi Tabimmyaku (Pabian, Strimple, 1978, fig. 3, G-J).

Beuto nmokazano (Apenar, 1970), yto paauanu y HEKOTOPBIX MaJE030MCKUX
MOPCKHUX JIWJIMHA B Pa3HBIX pajuycax MOSBISIOTCS HE OHOBPEMEHHO, KaK y CO-
BpPEMEHHBIX MOPCKHUX JIMJIMH, a mocienoBaresbHo. Yaie Bcero nepBbIMH I10-
apisitores paguanu C u D, pa3ngeneHHbIe aHANBHBIM HHTEppaInycoMm. Y de-
TBIPEXPYKUX (POpM OOBIYHO WMEETCs OJHA pajuajib Ha MecTe paauycoB D m
E (Pabian, Strimple, 1978, fig. 1, R-T) unu paguycoB A u E (Pabian, Strimple,
1978, fig. 1, P-Q) nmbo orcyrcrByeT panuans E (Pabian, Strimple, 1978, fig. 1,
U-V). Y Tpexpykux Gop™m penyKius 0ObIYHO MPOUCXOoArIa B paauycax D u B.
OT0 cornacyercs ¢ oOriel TeHaeHell ymenbenus nateppaanycos DE n BC
Y COOTBETCTBYIONINX paauaidbHBIX Ta0nmmaek D u B B xoxe onTorenesa y psaa
KJIaJIAJTHBIX KPUHOUEH. B HEKOTOPBIX ciaydasiX B XOJle HAPYIICHHUS HOPMAah-
HOT'O XO/1a OHTOT'€HE3a OTHAENIbHbIC PaJUaINd MOIJIM OBITh 3a)KaThbl COCETHUMHU
TabMMYKaMU, TOMEIIAB AaJIbHeHIIeMy Pa3BUTHIO pyKH. B Takux ciydasx pa-
JIVaJIb BBITIONHSIIA TMIIb (DYHKIIMIO 3al[UTHl BHYTPECHHUX OPTaHOB B Yallleuke,
o0pas3ysi ee CTeHKY, HO He HecJia (QyHKIUIO Onophl i pykH. [1om00HbI#H ciydai
HaOmIomaeTCsl Ha dK3eMIuIsIpe Apographiocrinus sp. (Pabian, Strimple, 1978,
fig. 2, L-N), e paguansHas Tabamuka E ¢ 60KOB 1 cBepXy 3a)kaTa COCEITHUMHU
paauansiMy U He UMEET TUCTabHON (haceTKH.

Abeppanuu, 3aTparuBarouiie OAUMH U3 BEHYUKOB, OOBIYHO MOYTH HE BIIHS-
10T Ha COCEHIE BEHYHKH, 38 UCKIIOUYEHUEM NIOrpaHUYHBIX YacTel. DTO cBHIe-
TEJIHCTBYET O 3HAYUTEILHON HE3aBUCHMOCTH X OPMUPOBAHUS IPYT OT JIPYTa,
KOTOpas OrpaHUYNBAETCS JINIIb IMOJITOHKON B OHTOTE€HE3e MOTPaHUYHBIX YacTel
COCEHUX BEHYUKOB JJIS ITOJTHOTO 3aKPBITHS YallledKku. TeM He MeHee, B HEKOTO-
PBIX CllydasiX TUCTaJIbHBIC YaCTH OIHOU 13 HH(padaIbHBIX TAOINYEK UIH IPOK-
CHUMaJIbHbIE OJHOH M3 paJiMalibHBIX BHEAPAIOTCA Ha TEPPUTOPHIO 0a3abHOTO
BEHYMKA, pa3MbIKas ero, Jieynas pa3opBaHHbIM. DTO MOXKET CBHJICTEIbCTBOBATD
0 3aKJaziKe 6a3aJbHOrO BEHYMKA B OHTOreHe3e rmociie nH(ppadazaabHOTO U JaXxke
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paznagbHOIO HE TOJIBKO Y TAaKUX a0eppaHTHBIX ()OPM, HO U, BO3MOXKHO, B XOI€
HOPMaJIBHOT'O OHTOT'€HE3a.

OTtnenbHyI0 BeTBb adeppauuii OPEACTaBISIOT 3K3EMIULIPbl ¢ arpodueit
aHAJIBHBIX TaOJIMYeK. YMEHBLICHHUE PAa3MEPOB aHAJIBHOTO MEIKa — O/IHA U3 TEH-
JICHLIM{ [T BEPXHEMAaIe030MCKUX KIaquIHbIX KpuHouaeu. [lpu 3Tom Hepen-
KO aHaJIbHbIE TAOIMYKH, SBIISIOUIUECS OMOPOI HEOOIBIIOMY XOOOTKOBHIHOMY
aHAJIBHOMY MEIIKY, IIOJIHOCTBIO MCUE3aJIi, KaK, HAlIpUMeEp, y MpeacTaBUTENeH
Erisocrinidae. [lomoOHBIe abeppatuyt ObLITN paHee OTHECEHBI K YUCTy TaK Ha3bl-
BaeMBIX “‘portentum”, MM IBOIIOLHOHHBIX, B KOTOPBIX MOTJIN MPOCIIEKUBATHCS
o0Ire TeHCHINN AaJIbHEUIIeH SBOITIOIMH OTACIBHBIX TPYIIT MOPCKUX JTHIIHN
(Strimple, 1963; Pabian, Strimple, 1978).

3AKJIFOYEHUE

[lony4yennsle maHHBIE MO abeppaiusM MPEUMYIIECTBEHHO IHCKPETHBIX
MIPU3HAKOB y KaMEHHOYTOJIBHBIX MOpcKuX ymiani [lommockoBHOTO OacceitHa
[IOKA3bIBAIOT HEPABHOMEPHOE pacHpezesieHne adeppanuii o TakcoHaM, OTHO-
CUTEJIbHOE YMCJIO KOTOPBIX KOJEOJETCS OT MOJHOIO OTCYTCTBHUS B JIOCTAaTOY-
HO Oosbiioit BeiOopke 10 10 %. [IpuuuHb! 3TOr0 CBSI3aHBI, BUAUMO, C PA3HBIM
YPOBHEM CTaOMIM3AallMM OHTOT€HETHUYECKUX MYTEH pa3BUTHSI y TAaKCOHOB, 00-
YCIIOBJIEHHOH KaKUMHU-TO BHYTPEHHUMH OCOOCHHOCTSIMHU, TaK KaK BCE M3Yy4eH-
HbI€ BHUJIbI OOMTAIN MPUMEPHO B OJIMHAKOBBIX YCIOBHSIX HOPMAJIHHOCOJIEHOTO
MEJIKOBOZHOTO Mopsi. M3yueHne MHOrO4nCIIeHHBIX a0eppaHTHBIX GOPM, KaK U
penkux abeppauuii, 1aeT OOJIBIION MaTepua JUIsl U3yUCHHs] U PEKOHCTPYKLUN
BO3MOXKHBIX IyTeH MopdoreHesa TeKu, Kak B MHIWBUIYalbHOM, TaK U B UCTO-
PHYECKOM Pa3BUTHHU. DTOT MaTepHall, OCe ero J0CTaTOYHO OOJIBIIOrO U TaK-
COHOMHMYECKH IIMPOKOT0 HAKOTIJIEHUS /I BCEX MaJIe030MCKUX MOPCKUX JTUIIHH,
KaK U JUISL APYTUX MEIbMATO30MHBIX HUTIIOKOKHX, MOXKET IMO3BOJIUTH CO3/1aTh
IUTs1 HUX MOP(OreHETUYECKY0 MOZIETIb CTAHOBJICHHSI CKEJIETa.
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ABERRATIONS IN CLADID CRINOIDS FROM THE CARBONIFEROUS
DEPOSITS OF THE MOSCOW BASIN

S.V. Rozhnov, G.V. Mirantsev

Aberrations of the discrete features of dorsal cups and arms in the Carbonif-
erous crinoids of the Moscow Basin, mainly represented in the collections of the
Paleontological Institute, are studied. Aberrations are unevenly distributed across
different genera, from the total absence in a sufficiently large sample to nearly 10
%. Aberrations in infrabasals, basals, radials and anal plates as well as in branch-
ing of arms are examined separately. It is shown that the aberrations involving
one of the circlets usually have almost no influence on neighboring circlets, with
the exception of border parts. This demonstrates the significant independence of
their formation from each other. Interaction is usually limited by fitting during
the ontogeny of border parts of neighboring circlets for the complete closure of
the dorsal cup. Nevertheless, in some cases one of the distal part of infrabasal
plate or one of the proximal part of radial plate is introduced into the basal circlet,
breaking it, making it unlinked. This may indicate that during the ontogeny the
basal circlet was formed after infrabasal and even radial circlets, not only in these
aberrant forms, but also, perhaps, in the forms with normal course of ontogeny.
Aberrations in the anal area are associated mainly with the change of the number
of plates, their position within the cup, and the location and shape of the radianal
plate. Bilateral symmetry with respect to the crinoids plane of symmetry passing
through the A ray and CD interray is detected in branching of arms.

Keywords: aberration, asymmetry, variability, crinoids, Carboniferous,
Moscow Syncline.
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Mopghozenes 6 uHOUBUOYATLHOM U UCTIOPULECKOM PA3BUINUL. CUMMEMPUSL U ACUMMeEMPUsL
Cepus «leo-6uonozuyeckue cucmemsl 8 npownomy. M.: IIMH PAH, 2013. C. 263-275
http://'www.paleo.ru/institute/publications/geo/

CUMMETPUA U ACUMMETPUSA B @DOPMUPOBAHUU
9HJOCKEJIETA TETPAIIOJIONOJOBHBIX KOHEYHOCTEM

9.1. BopoobéBa
HIIDD um. A.H. Cesepyosa PAH, Mockea, admin@sevin.ru

OO6muit MoporeHes HIOCKETIETa MAPHBIX KOHEYHOCTEH CApKONTEpH-
TN (IUITHOHM, KPOCCOMTEPUTHI) U NPEBHEUIINX TETPATION CIOXKHUICI B
majeo3oe u 00xanan OOIBIION JTATCHTHOM MOTEHITHEH, peaTn3yeMoi ma-
paJIeNIbHO Ha Pa3HBIX JTAlax pPa3BUTHSA 3TUX I'PYII, HE3aBUCHMO OT UX
¢unorenetnyeckoro craryca. CHMMETpHsI CBOIUTCSA K OOIIEeMy IIaHy
pa3BUTHUS U JOJKHA PACIEHUBATHCS KaK CTAOMIIN3ALNS ONPEICICHHOTO
MOP(OreHETHYECKOTr0 IMpoIecca, a aCHMMETPHSI KaK €ro HapyIIeHHs,
MIPUBOASAIINE HEPEIKO K MHHOBAIMSAM, YTO OCOOCHHO SIPKO MPOCIEKH-
BAeTCs B pa3HOOOpa3uy 1 MOAM(DUKANNAX TUIaHA PA3BUTHUS YHIOCKEIETa
Cpeau XBOCTATHIX aM(pHOHii.

BBE/IEHNE

CHUMMETPUYHOCTh U ACUMMETPHYHOCTh, COITIACHO OOLIUM MPEACTABICHUAM,
CYILIECTBYIOT B €IMHCTBE, PaCIIPOCTPAHSISCh HA BCE SIBJICHUS IIPUPOJIBI M PA3BUTHUS
obmectBa. Y eciu nepBast HOCHTUYHA WHBApPUAHTHOCTH, TO BTOpas CBS3aHA CO
CIIy4alHOCTBIO M YaCTHOCTBIO. B Mype pacTeHUI U )KMBOTHBIX CHMMETPUS OIpe-
JeJsieTCsl HalpaBJIeHUeM ABHKEHUS U CUIION TshxecTH. OTcrona pedyb uIET o Oua-
TepaJbHOW CUMMETpHUU OOJBITMHCTBA KUBOTHBIX (32 MCKITIOYEHHUEM HEKOTOPBIX
MOPCKHUX OPraHM3MOB, B YACTHOCTH HIJIOKOKUX, JIJISI KOTOPBIX XapaKkTepHa Io-
BOpPOTHAS CHMMETPHSI) U PACTEHUH, OTIINYAIOIINXCS KOHYCOBUIHON CHMMETPHEH.

UYro kacaeTcs OTAEIBHBIX OPraHOB, & T€M 00JIee COCTABISIOLIUX HX 3Je-
MEHTOB, TO 3[I€Ch PACIIO3HaBaHUE CHMMETPUN U aCHMMETPHUU U UX B3aUMOJEH-
CTBUI IPEACTABISET ONpeeIeHHbIC TPYAHOCTH. MBI ONBITATIUCH pa300paTbes
C 3TOH MPOOIIEMOI Ha MOACTH PAa3BUTHS YHIOCKEIIETa TAPHBIX KOHEYHOCTEH I10-
3BOHOYHBIX, KOTOPBIE B LIEJIOM JIEMOHCTPHUPYIOT OMJIaTEPANbHYI0O CHMMETPHIO.
['maBHBIA BOmpoOC 3akiioyaeTcss B TOM, Kak (OPMHUPOBANACH 3Ta CUMMETPHUS
B Mop(orenese u HACKOJIBKO OHA ObliIa OOIIel y TETparoa ¢ UX peIO00Opa3HbI-
MH HpeIIIecTBEHHUKAMU?
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K NUCTOPUU U3YYEHN A ITPOBJIEMbI

[IponcxoxieHre TeTParo/] CB3bIBACTCS C NANIC030HCKUMU CAPKOIITEPUTHSI-
MU. Jlo cHX Mop MPOJOIKAIOTCS TUCKYCCHU TI0 TTOBOJTY KOHKPETHOM MPEIKOBOI
JUTS TETPANON TPYTIIIEI — SIBISIFOTCS JIM UX MPEAKAMH KHCTETIEPhIE MIIN ABOSIKO-
JBIIIAITIE PHIOBI 1 MOHO(MDUITUCTUYIHBI WITH TUDUITUCTHIHB aMmpuonn?

B sToli 00nacTu 3HaHUI BBIACISAIOTCS HECKOJIBKO HAIIPABICHHUM UCCIIENOBA-
HUS, B TOM YHUCIIE: HCTOPHYECKOE, 3aBUCHMOE OT MU3BECTHBIX (PaKTOB M HAKO-
IUIEHHOH WH(OpMAIMK B 00JIACTH MaJCOHTOIOTUH, SMOPHOJIOTUH, CPABHUTEIb-
HOI aHATOMHH, KOJOTHH, MOJEKYJISIPHOH OHOJIOTHH, a TaKKe OIpeaesieMoe
Pa3HBIMU METOIOJIOTHYECKUMH OIXOJaMH1 HCCIIeIOBATEeH.

Bropoe HampaBiieHHe — (UIOrEHETHYECKOE, CBA3aHHOE C MOMCKOM KOH-
KPETHBIX MIPEAIIECTBEHHUKOB TeTpamno. Jlanee — OHTOreHeTHYecKoe, HapaBs-
JICHHOE Ha BBISICHEHHE 3aKOHOMEPHOCTEH M MEXaHHM3MOB MHAMBUAYaJIbHOTO
pas3BuTHs; (QYHKIMOHATBHOE, ONpeleIsieMoe DKOJOTHeH W aJanTalusiMu;
MOJIEKYJISIPHO-TCHETHYECKOE, OTPakaloIlee paHHHUE TAIbl CTPYKTYPHBIX TIe-
pPECTPOEK B pa3BUTUU U CBA3AHHBIX C BHY TPHUKICTOYHBIMHU U MEKKJICTOYHBIMU
B3aMMOJICHCTBUSIMH.

JlapBUHOBCKHWI M TIOCTAAPBUHOBCKHUH MIEPHO/IBI ONPEACIISIINCH B OCHOBHOM
Pa3BUTHEM UCTOPUYECKOTO TIOAX0a K OIICHKE YBOJIIOIIMOHHBIX COOBITUI U HC-
MOJB30BaHUEM METOJIa TPOWHOTO MapaJijiein3Ma U CONOCTaBICHUN (haKkTHde-
CKUX JaHHBIX MAJICOHTOJOTHH, CPAaBHUTEIBFHONH aHATOMUU M SMOPHOJIOTHH B
MIOMCKaX MEPEXOIHBIX (POPM HX MPEIKOB M IIOTOMKOB. 3716Ch YMECTHO BCIIOM-
HUTH MHeHHE camoro Y. /lapeuHa, koTopsiii B «[IporcxokaeHHH BHIOB» MO-
jarajl, 4TO MOUCK MEePEXOIHbIX (POpM HepeaseH, OCKOJIbKY OHU MOTYT OBIThH
ropaszio 0oJiee MOXOKUMHU APYT Ha APYyTa, YeM Ha CBOUX IPEIICCTBEHHHKOB.

B 30-x rogax mpomsioro Beka, onupasch Ha CPaBHUTEIbHO-IMOPHOIIOTH-
Yeckue nccieaoBaHus kKoHeuHocTel ampudbuit H. Xonpmrpenom (Holmgren,
1933) Oblna BBIABHHYTA KOHIENIUS TH(DHICTUYECKOTO MPOUCXOXKIACHUS
XBOCTaTBhIX M 0ECXBOCTHIX aM(pUOUl (aMHHOT) Ha OCHOBE pa3lIM4Mii B pas-
BUTHH 3HAOCKEIETA UX MapHBIX KOHeYHOCTeH. [lapHble KOHEUHOCTH XBOCTA-
ThIX aM(QUOUl BEIBOAUIUCH UM U3 OUCEPUATILHOTO apXHUIITEPUTHS CapKOIITE-
puruii, a 6ecxBoCcThIX aM(OUONI 1 aMHUOT U3 YHHUCEPUATHHOT'O apXHIITEPH-
TUsl KPOCCONTEPUTU M.

B Hacrosimee BpeMsi OONBIIMHCTBO MaJICOHTOJIOTOB M 300JIOTOB CXOJST-
Csl BO MHEHHMH, YTO TETPANOAHBIA IHJIOCKENIET KOHEUYHOCTH MCXOIHO CBS3aH
¢ yHucepualbHbIM apxuntepuruem (Jarvik, 1980; Marie Louise de Sant Hubain,
1981; Schultze, 1984; Schultze, Arsenaueti, 1985; Carroll, 1988; Shubin, 1995;
Vorobyeva, Hinchliffe, 1996).

Bmecte ¢ TeM, CyIIeCTBYIOT pa3HOITIACHS B TOM, UTO SIBIIseTCs Oojee mpu-
MUTHBHBIM COCTOSTHHEM: OMCEpHaJIbHOCTh WM YHHUCEPHATbHOCTH? OIHAKO
MPUCYTCTBHE OUCEPUANBHOIO apXUNTEPUTHsI B (QUICTUUYECKH aJIEKUX TPYII-
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Puc.1. bucepuanbHblil apXUNTEPUTHH B IEPEIHEH KOHEYHOCTH B TPEX OTHOCUTEIBHO (uie-
THYECKH JaJIeKUX TPyIHHax capKoNTepuruit: a —nsoskoxasimaniue (Neoratodus), 6 — moposenu-
¢dopmuas kucrenepast (Clyptolepis), 6 — nenakaut (Latimeria).

nax: JAUITHOH, TOpoienn(OpMHBIE KHCTENEPBIE PHIOKI, IeJakanThl (puc. 1) cBu-
JETEIbCTBYET CKOPEE B I0JIb3Y IPEACTABICHUS, YTO OMCEPHUATIbHOCTh M YHU-
CepuabHOCTh BO3HUKAIHN B HBOJIOLMH He3aBUCHUMO. VIHTepeceH TOT dakT, 4yTo
B OCHOBE OHMCEpPHaLHOTO SHAOCKENeTa COBPEMEHHOIO LEepaToja PacloIoKeH
0a3aJbHBII 3JIEMEHT, HECYLIUH IIeJb WU )KeJI000K, OTMe4YeHHbIH B 30-X rogax
A.H. JIpy>xuHHBIM. MHOT0 TI03k€ aBCTpaJIMHCKHUE UCCIIE0BATETN ONHUCAIN B
SMOpHOTeHe3e 1eparosa JABe 3aKJIaJKH dTOTO AJIEMEHTa, YKa3bIBaIOIINe Ha 3a-
YaTKW YHUCEPUAJIHLHOCTH B ero oOpa3oBanuu (Vorobyeva, Hinchliffe, 1996).

OCOBEHHOCTHU PA3BUTU S SHJIOCKEJIETA KOHEUHOCTEI
XBOCTATBIX AMOUBHII

Jle(MHUTUBHBIN IJIaH CTPOCHHUS FHAOCKEIETa KOHEUHOCTEH XBOCTAThIX aM-
(hubuii 0OHapyKMBaeT B OHTOTCHE3E IITUPOKUN CIIEKTP BapHaITNi, CBI3aHHBIX C
TEeMIaMU U HaIPaBJICHUSIMH Pa3BUTHUS €ro 3aKJaJOK B OHTOI'CHE3E, CBSI3aHHBI-
MM C HHUKJIAMHU PA3BUTHUS U TUUYMHOYHBIMU adalTalUsIMU.

BriepBbie Ha MOJIENSAX Pa3BUBAIONINXCS KOHEYHOCTEH XBOCTATHIX aM(puOHii
W.N. Himansraysen (1915) ycTaHOBUIJI, YTO 3TH 3aKJaJKU CBS3aHbI C (hOPMHU-
pPOBaHHEM TPEX OCHOBHBIX ME3CHXHMHBIX KOJOHOK: MPEaKCHAIBHOHN, IMOCTAK-
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Puc. 2. Bapuanuu B CTPOCHUM ME3EHXUMHBIX KOJIOHOK B repeaHeil koneunoct y Ranodon
sibiricus (o O. OnbuieBckasi, Heomy6i). O6o3nadenus: 1+ 2 —basale commune; I — intermedium;
u — ulnare; ¢ — central; m — medialea; I — IV — nanbusl.

CHAJIbHOM W CPEAMHHOM, CBs3ylomeH intermedium — ApeBHUI 3JEMEHT, CO-
XPaHUBIIMHCS OT HMCKOMAEMBIX KUCTENEPHIX PBIO W JApEeBHEUIIMX TETPAaIof
(Acanthostega, Ichthyostega, Tulerpeton) ¢ basale commune — cienuduyecKum
3JIEMEHTOM 3HJIOCKEJIETA, PACIOIOKEHHBIM B ocHOoBaHuUM [ u 11 manbues y xBo-
CTaTHIX aMpUOHii.

Haubonee 3HaunTenIbHBIE MEPECTPONKM MPEAXPALIEBBIX 3aKJIAJOK ME30-
MOAMS MPOCIEKNUBAIOTCS B MEIUAHHOM KOJIOHKE, MPOSABIISISICH B KOJIMYECTBE U
XapakTepe CIUSHUN ee JIeMEHTOB. DTO HaIJIAJIHO JEMOHCTPUPYETCs Ha MpH-
mepe Ranodon (puc. 2), a Takke Ha BpeMEHHU MOsIBJCHMS basale commune u
intermedium y pasnsrx Urodela.

CnusiHue 3J€MEHTOB JHIOCKEIEeTa MEXAY KOJIOHKaMM OOBIYHO HE MPOHUC-
xonuT. PazHOBpeMeHHOE TOsIBIIeHHE 3aKiIanok basale commune u intermedius
JOJDKHO PacLEHHBATbCs KaK TIeTEPOXPOHMHM, CBSI3aHHBIE C LIEHOTEHE3aMH
(Vorobyeva, Hinchliffe, 1998).

Tak, y akconotis u Triturus nepeaHue JiBa najiblia HAYMHAIOT (QYHKI[HOHH-
poBath paHo (Ha 1-2 meHb mocie BBUTYIUICHHUs) M basale commune mosBIseTCs
panbire intermedium. ¥ Salamandrella kayserlingii intermedium ¢opmupyercst
pasble, ueM basale commune. Y 3Toro Buaa Mexxay 3a4atkamu 1 u 2 majbleB Ha-
3bIBaeTCs CabJEBUAHBIN MIIABHUYOK, KOTOPBIA B TEUCHUE Psiia CTaIuil pa3BUTHSI
WCTIONB3YeTCs ISl MApeHHsl B TOJIIE BOABI M OTTAJKMBaHUA OT JHa (Vorobyeva,
Hinchliffe, 1998). Konduryparust ero u Bpemsi peayKIui OTIHYAIOTCS B pa3HBIX
nomryssinusix (Bopo6sésa u p., 1999; Vorobyeva, Hinchliffe, 2000).

V¥ Salamandrella, xak u y Triturus, nkpa Menkas ¥ TUIHHKHA BBLTYTLISIOT-
Csl OYEHb PaHO, MEePexosl cpa3y ke K cBoOogHOMY 00pasy u3Hu. Y Ranodon
sibiricus — poacrBennuka Salamandrella (0o6a pona mpuHaIexKaT K CEeMEHCTBY
Hynobiidae, koTopoe mnpusHaeTcsi Hanbonee MPUMHUTHBHBIM CpEIHd XBOCTa-
ThIX am(uoOwmii) nkpa Oonee KpymHAst U JTUIMHKU BBUTYTUISIOTCS TIO3XKE, YeM Y
Salamandrella, mMeroT mupoKwe Jambl ¢ KOPOTKUMHU MAJIbIAMHU, KOTOPBIE HECYT
KOI'TH U MCHOJIb3YIOTCS AJIs LETJISTHUS 3a KAMHU U cTe€0JIN pacTeHUi B OBICTPBIX
PYUBsX, I1ie 0OUTACT 3TOT POLI.
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Puc. 3. ®enomeH pa3BuTHS 6-r0 Nanbla Ha 3aaHel KoHeuHOCTH Ranodon sibiricus (37 cra-
nusi) (mo Vorobyeva,1999). O6o3nauenus: ph — ¢anaHru najbleB, «y» — JIEMEHT — FOMOJIOT
ME30MOHATBHBIX 3JIEMEHOB.

Ewme y onnoro Buaa u poxa runoduuns — Onychodactylus fisheri kpyrmHbie
sTTIa colepikaT OOJBIIOE KOJTMYECTBO HKENTKA, YTO TMO3BOJISIET KOHEUHOCTSIM
MTOJTHOCTHIO ODOPMHUTHCS 10 BBUTYTUIEHUS. Y 3Toro Buaa (BopoOwnéBa, XuH-
wind e, 1990) Bnepsbie 0OHapykeH HAMU Ha KOHEUHOH (hajlaHre MaJibLeB cIie-
LUAAJIBHBI OpraH — MPEXOHPOU/IHBIN YeXO0JI, UCTIOIb3yeMbIH ISl CrHOaHuUs
KOHEUHOM (haJlaHTU U LESTUISHUS JTUIMHOK K KYCTaM B OBICTPOTEKYIIIUX PYUbsX.

Uwucino maibleB y U3yUEeHHBIX BUIOB THHOONY 4 Ha TIEpeIHEH U 5 Ha 3aTHEH
koHedHOCTsIX. OMHAKO Y OAHOTO U3 3K3eMIUIIpoB Ranodon sibiricus Ha 3agHei
KOHEYHOCTH Ha 37 CTaJuu pa3BUTHUS JIMYMHKU TPOCIIEeKeH O-i maer Ha mpe-
aKCHAJLHOW BETBH. DTOT Majel UMel ABe (ajaHTH M PACIOJIOKECHHBIH B €ro
OCHOBaHUU «y» 31eMeHT (puc. 3) (mosroe BpeMs He pacIuPOBAHHBIN CIICIIH-
aJIUCTaMM) JI0JKEH ObITh BOCIIPUHAT KaK Me30I0IHaIbHBIH 3JIEMEHT 0 aHaJio-
TUH C MT03a¥ JISKAIIMMH MaJIbIaMu.

Kax m3BecTHO npeBHeimme (IEBOHCKHUE) MOYBOAHBIE TETPAIObI, TaKHE
KaK MXTHUOCTETra, aKaHTOCTEra W TYJEPIIETOH 001a aliv TMONHIaKTUITHEH, IMes
oT 6 10 8 maspleB. B 3Toii CBSA3M HAMU BBIJIBUHYTA TUIIOTE3a O POUCXOXKICHUN
KOHEUHOCTEH y XBOCTAThIX aM(DUOUIl M APYyTUX TETPAIof M0 MyTH PeAyKIHH
MpeaKkCUaabHON NaJIbLEBON AYTrd U MPUCOSAUHEHUS MOCIEAHErO Majblia 3TOU
IyTH K TocTakcuanpHol ayre (Vorobyeva, 1999) (puc. 4).
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Ancestral tetrapods

Puc. 4. I'mnoretnueckast cxemMa (OPMUPOBAHHS SHAOCKETIETA HAPHBIX KOHEYHOCTEH B 3BO-
JIOIMHK: OT aHI[ECTPAIBLHOIO COCTOSHUS @ K 6 — XBocTaThiM ampubusim (Urodela) u 6 — aMmHHOTAM
(mo Vorobyeva, 1999).
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[losiBneHue 1mecToro najb-
na y Ranodon, comocraBumoro c
prehallux B 3amHell KoHEYHOCTH
Ichthyostega u ¢ 1-pIM manbem y
Acanthostega MoxeT OBITH 00BSIC-
HEHO KaK ()eHOMEH OHTOIreHETHYE-
CKOM pEeBEPCHH K aHIIECTPAITEHOMY
COCTOSTHUIO U KaK pe3yibrar 00-
Jiee TIOJHOM peaniv3aluu JaTeHT-
HBIX BO3MOXXHOCTEH MopQoreHe-
THYECKOU MPOTPAMMBI Pa3BUTHUS
KOHEYHOCTEH, 00mIelt it coBpe-
MEHHBIX aM(puOWA W TaJIc030M- Urodele Anuran & Amniote
ckux Tterpamnon. PopmMupoBaHHe (Salamandrella)

ISTHITAJION KOHEYHOCTH C IIePEeX0- Puc. 5. Pa3Hble HampaBieHHs pa3BUTHS
JIOM K CyXOIyTHOMY 00pa3y »Ku3- nanbies (I-1Y) y xBoctareix ampuémii (Urodela)
HH GBLII0, BO3MOYHO, PE3yIIbTaATOM u amHuoT+Anura (u3 Hinchliffe, 1989).
e0MOP(HBIX MPOIIECCOB.

Penyxius manpIieB MpoNCXOArIIa B OCHOBHOM Ha TIepeHe CTOpOHE KOHEY-
Hoct (Coates, 1993). DTa penykuus Oblia, O-BUIAMOMY, TOMEOTLIACTHYECKUM
MPU3HAKOM B Pa3HBIX (PUIOTEHETUYECKUX JTUHUSX U IMPEATONaraet, 4To Io-
CJIETHUE TAJIBIIBI JOJKHBI Pa3BUBAThCSA B MEPEAHEH YaCcTH MaJIbIICBOU TyTH.
[Nocnenanee MoATBEPIKIACTCS TEM, YTO Y OECXBOCTHIX aM(DUOUN U aMHHOT TUd-
(hepeHnMaus MaIbIEB UCT B 3aHEE - IEPETHEM HAIPABJICHUH (pHUC. 5), HO HE
coBmagacT ¢ nudpepeHITNanmel MajbleB Y XBOCTATHIX aMPUOUit (0T IEpeIHIX
K 3aJIHMM), TIe OHa CBsi3aHa, CKOpee BCEro, ¢ (pOPMUPOBAHUEM HOBOTO WHIYK-
THBHOTO IIeHTpa — basale commune, 4TO, MO-BUANMOMY, H MOTJIO TIPUBECTH K
penuddepeHuanuy NaableBON MOCICI0BATEILHOCTH TABIIEB: OT MEPEIHETO
K 3aJTHEMY, & HE HA000pOT, KaK ATO UMEJIO MECTO Y IPEAKOBBIX TETPAIIO]I.

BOITPOCHI TOMOJIOTM3AIINY DJIEMEHTOB KOHEUHOCTEN
SHIOCKEJIETA

JIMCKYCCHOHHBIMHM OCTAIOTCS BONPOCHI TOMOJIOTM3AI[MH 3JIEMEHTOB 3HJ0-
CKeJleTa TEeTParnoJHONH KOHEYHOCTH € 3JEMEHTAMHM JHJIOCKEIeTa IMapHbIX II1aB-
HUKOB MX PHI0O00OPA3HBIX MPEIKOB COTJIACHO MPEACTABICHUAM O AuduieTnye-
CKOM TIPOUCXOXACHNH TUTaHoB pa3BuTus y Urodela m Anura + Amniota. Ogaaxo
K HACTOAILIEMY BPEMEHH C ITOMOIIBI0 IIPUMEHEHUST UMMYHOQIIIOOPECIEHTHBIX
UCCJIEI0OBAHNN YCTAHOBJIEHO, YTO XBOCTaThle aM(pUOMM MMEIOT OOLIMH TUTaH
pasButus ¢ 6ecxBoctbiMu U amHuotamu (Hinchliffe et al., 1999, 2004). Bonee
TOro, B cOOTBeTCTBUH ¢ uccnenoBanussmu H. Lllyouna u [1. Anp6epua (Shubin,
Alberch,1986) pa3BuTHe KOHEYHOCTEH BCEX TETPAIO SBISETCS MIPOAYKTOM U~
HAMUYECKUX MOP(POrCHETHUYECKHUX MPOIECCOB, KOTOPBIE MPOAYLUPYIOT ME3€H-
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Puc. 6. Pa3BuTne Me3eHXMMHBIX 3aKJIaI0K B OHTOI'€HE3€ KOHEUHOCTH T10 Ty TH CerMEHTAIUH
u Oudypkanuu «A» Momenu 3aaHeil KoHedHOCTH Xenopus (Anura) mo cxeme Llly6uHa n Ab-
6epua (Shubin, Alberch,1986). O6o3na4enus: da — naneresas ayra; 1-5 — nansusr; F — fibula;
T — tibia.

XHUMHBIC 3aKJIaKH C TIOCTENYIOMEH aCCHMETPUIHOM cerMeHTanue u ongypka-
el TPEeXOHIPOTeHHBIX KJIETOK B pa3BHUBAIOIIEHCS 3aKiaake (puc. 6).

[Manbuesas ayra pa3BuUBaeTcs y OOJBIIMHCTBA TETPAIO TOCIEI0BATETb-
HO OT 3aJHEro K mepeaHeMy Kpaio KoHedyHOCTH. [loaToMy camble MalleHbKUE
MEpeNHNE MaNbIbl JCBOHCKUX MHOTOMANBIX TETPAmof, MPEACTaBIAIOT, IO-
BUJAMMOMY, OTCYTCTBYIOLUIME B TUIIMYHOH IISITUIIAJION KOHEYHOCTH. IIpu 3Tom
MpeakcuaabHas BETBb HCHBITHIBAECT MPEUMYIIECTBEHHO IPOIECCH CerMEeHTa-
[IMH, a MTOCTaKCHaJIbHAsI KaK CEerMEHTAIMI0, TaK W Ou]ypKaluo, y4acTBys B
(hopmupoBanuu naneleBoir Ayru. [lanpnesast qyra oOpa3yeTcst U3 mocienoBa-
TEJIBHBIX ME3CHXUMHBIX 3aKJIaJI0K B 3aJIHE-TICPETHEM HAIIPABJICHUH (32 UCKIIIO-
YeHHEM XBOCTaThIX aMmpuoOunii). Kakmast ux 3TUX 3aKJI1aJI0K CIYKUT HCTOYHUKOM
It (hOpMHUPOBAHUS TAJIbIA ¢ 00pa3oBaHUEM (PajaHT MTyTEeM MOCIICA0BATEIBHON
CEerMEHTallNd B TPOKCUMO-AMCTAIBHOM HampaBiieHuu. Cxema (popMHupoBaHUS
MaJIBIEBON AYTH y TETPANOA WICHTHYHA OOIIel cXeMe PasBUTHS JHOCKEIeT-
HBIX 0Opa3zoBaHMil B KoHeuHocTu TeTpanon (Shubin, Alberch, 1986). [TosTomy
€CTh BCE OCHOBAHMS I0JIaraTh, YTO NajblieBasl AyTa MPEACTaBIseT HE3aBUCUMOE
MOBTOPEHHE UCXOAHOM 3aKJIa KV KOHEUHOCTH (CTUIIONOUS U 3eMronoaus), T. e.
ayTOIOUI TeTparof sBisieTcsi HoBooOpazoBanuem. O0IacTh ME30IONUS CITY-
KUT, TAKAM 00pa3oM, MECTOM CTHIKOBKH MCXOIHOM MPOKCHMAJbHON 3aKJIa KK
Y BTOPUYHOHN — JUCTATBHOH (ITaJIBIIEBOH TyTH).

B oTnmume ot apyrux TeTparoj maiblieBas JAyra B JIAKE XBOCTATBIX aM-
(hubuit popmMupyeTcst U3 ME3CHXUMHBIX 3aKJIaJ0K B MEPEIIHE-3a[HEM HAIpaB-
neHuu. VIcXomHOM enuHMIIeH 3/1eCh, MO-BUIUMOMY, CIYXKHUT basale commune,
KoTopoe mpoucxoauT coriacHo Illmanerayzena (1915), u3 nByX clMBIIHXCS
ME3EHXMMHBIX 3aKJIAJI0K, pacloyIoKeHHbIX B ocHOoBaHuM [ u Il maneues. [loss-
JICHHWE 3TOTO AJIEMEHTA TOCITYKHUJIIO, TO-BUAUMOMY, HHAYKITMOHHBIM IICHTPOM,
BBI3BABIIUM MEPEOPUESHTUPOBKY (DOPMHUPOBAHUS MOCIETYOITUX ME3CHXUMHBIX
3aKJIaJIOK MAJbLEB B IepeaHee-3aJHEM HAMIPABIICHUH.
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Ha mamr B3rmsa, mpoOieMa MPOWCXOXKIEHUS W HBOJIONHUH DHIOCKETIeTa
TETPANOAHBIX KOHEYHOCTEW MOJKHA OBITh pacmudpoBaHa, OMUpPasich Ha KOH-
LENIUI0 TeTPANOU3alMK U MTPOLECCYaATbHBIN OAXO0/ K podieme. C mo3unuii
KOHIICTIIIMY TETPANOAN3AIUN Mbl CTPEMUJIUCHh BBISBUThH MPU3HAKU CTPYKTYP-
HBIX IpeajanTaluid K TeTpanogHou opraHuzauuu. lIpolueccyanbHblid 0AXO0N
SBJISIETCS 00JIee TPOTPECCHBHBIM B PA3BUTHH ITPOOJIEMBI PEKATTUTYIISIINU 1 BBI-
SBJICHUSI TOMOJIOTH. BHUMaHWe akIeHTHpyeTcs He Ha TOMOJIOTH3AIUU Tpe-
KOBBIX DJIEMEHTOB DHJIOCKEJIETA C DIIEMEHTAMH SHJOCKEIeTa MOTOMKOB (B JIaH-
HOM Clly4ae CapKONTEPUTUN U TETPAIo/), a C PACCMOTPEHUEM T'OMOJIOTH3AIIHH
MPOIIECCOB, JISKANUX B OCHOBE (DOPMUPOBAHUS ITUX DIIEMEHTOB. MBI MPUIILITH
K BBIBOJY, YTO OOLIHOCTh MEXaHU3MOB M 3aKOHOMEPHOCTEH MmpoiieccoB Mopdho-
reHesa copMHUpPOBAIaCh PaHO, HA YPOBHE MAJICO30HCKHUX capkonTepuruid. [Ipu
ATOM HCXOIHBIH MOpdoreHes 00mamaan OONBIION MIACTHYHOCTHIO H ITHPOKHM
JMAnia30HOM JIATEHTHBIX BO3MOYKHOCTeH. CKIlaJpIBaeTCs BIIEYATICHNE, YTO JH-
JIOCKEJICT MapHBIX KOHEYHOCTEH TETPAIIO/ U MMAPHBIX MJIABHUKOB PHIO TIPHHAIJIC-
JKUT K aBTOHOMHBIM CHUCTEMaM, T. €. K CUCTeMaM, 00JIaJatollM OIpPeIeIEHHOM
caMoopraHu3aiueil 1 COOCTBEHHBIMH MEXaHU3MAaMHU PAa3BUTHUS, B U3BECTHOM
Mepe HEe3aBUCHUMBIMH KaK OT (D)UJIOTCHHMH, TaK U OT JPYTUX cUCTeM. B monb3y
TaKOTO MPE/ITOIOKEHIS CBHIETEICTBYIOT CIIeAyIomue (haKThI.

Bo-nepBeix, cormacHo cxeme u mpenactaBieHusM LlyOuHa-AnpOepua
(Shubin, Alberch, 1986), B ocHOBe (OopMHUpOBaHUS SHAOCKEIETa KOHEYHOCTEH
TeTpamno| (B 4YaCTHOCTH, aM(puOUil) Ha KJICTOYHOM U MEKKJIETOYHOM CTPYKTYP-
HBIX YPOBHSIX (DUTypHpyeT MoclieioBaTeNIbHAsI TpUaja: ME3CHXUMHbBIE CTYIIe-
HUsl (3aKJIJIKH), CETMEHTAIUsI U OudypKarus.

Bo-BTOpBIX, IMEET MECTO CTAOMIIU3AITNS POKCHMATBHBIX AIIEMEHTOB DHJI0-
CKeJleTa MapHbBIX TUIABHIUKOB M KOHEYHOCTEH TETPaIof], 9YTO CBUACTEIbCTBYET O
CXOJICTBE MEXaHU3MOB MX (DOPMHUPOBAHUSI.

B-TpeTbux, B ()OpMUPOBAHHMH IHIOCKEICTHBIX AJIEMEHTOB 3HAYUTCIIBHYIO
pOJIb UTPAIOT TETEPOXPOHUH PA3BUTHS, OMPEACIISIONINE OCIEA0BATEIBHOCTD,
CKOPOCTb, CTETICHb PA3BUTHUS U Pa3MEPHI OTIEIBHBIX SJICMCHTOB.

B-4eTBEpTHIX, TEpHONUIHBIE TOPMOHBI TPAKTHYECKH HE JEHCTBYIOT Ha (op-
MHPOBaHUE YHJIOCKEIeTa KOHEUHOCTEH B YACTHOCTH, Y XBOCTAThIX aM(UOHIA.

[NosiBeHre ME3eHXMMHBIX 3aKJaJI0K BJIOJIb MAJIBIIEBON AYTH MOXHO pac-
CMaTPUBATh KaK UX BTOPUYHYIO T'€HEPAIUIO, YTO CBOMCTBEHHO APYTUM aBTO-
HOMHBIM CUCTEMaM, B YaCTHOCTH, KOXKHBIM ITOKPOBaM.

Bce atu nepectpoiiku cBsi3aHbI ¢ PU3UOIOTHIESCKIMH ITPOIECCaMt, TPOTe-
KaIOIMMH B OpTaHU3ME U, B KOHEUHOM PE3yJIbTaTe ¢ TNYMHOYHBIMH a[alTaIi-
SIMH, T. €. C [IEHOT€He3aMH, YTO MPOSBISETCS B Pa3HOOOpA3UH CTPOSHUS JIATIOK Y
Pa3HBIX BHJIOB, UX TIOMYJISIINH, a TAK)Ke MHIAMBUIOB XBOCTATHIX aM(DUOMii.

W3ioxxeHHBIC TPECTABICHHS O PA3BUTUHU CKEJIeTa KOHEYHOCTEH TeTparon
MOJIJICPXKUBACTCS JaHHBIMH MOJIeKyJsipHOit reHetuku (Tabin, 1922; Coates,
1995).
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Yro KacaeTcs CUMMETPUYHOCTH M ACHMMETPHYHOCTH Pa3BUTHS 3HIOCKE-
Jera, MPEACTAaBIISIETCS, YTO B KadecTBE MeXaHHM3Ma (OPMHUPOBAHUS acHMMe-
TPUYHOCTHU B CTPYKTYpax M MPOILECCax CIIYXKaT 3/1eCh TeTePOXPOHUH PAa3BUTHS,
KOTOpBIE MPOSBIISIIOTCS C HAMOOIbIIEH OTYETIMBOCTHIO B COCTOSHUSIX pa3da-
JTAaHCUPOBAaHHOCTH Pa3BUTHs, B YACTHOCTH, Y aMPUOHii B IpeaMeTaMopO3HBIi
MIEPUOJ, KOTJIA IIPOUCXOJISIT KPYITHBIC TIEPECTPOUKHU B HQOPMUPOBAHUY JIATTKH.

SIBJIEHNM A B CTPOEHUUN U PASBBUTUU ACUMMETPUN
SHJIOCKEJIETA KOHEYHOCTEH

BesycnoBHo, 4TO sBJIIEHHE aCHMMETPHUH B Pa3BUTHH CBSI3aHBI C TETEPOXPO-
HUsIMU. OCcOOBII HHTEPEC 3/1eCh TPEACTABISIOT HCCIIEAOBAHHUS M0 pereHepaIiu.
Onna u3 mocnenHux paboT B 3TOH 00JacTH MpoBefeHa coTpyaHukamu MI'Y
(PuBanenkoBa u 1p., 2006). THMHU aBTOpaMH Ha HECKOJIBKHUX BHIaX XBOCTATHIX
am¢pubmii (aKCONIOTIIb, aMOMCTOMA, MCIIAHCKWI TPUTOH) MPOBEICHA IIMPOKAs
IKCTPAIOJSLMS OIYYCHHBIX JaHHBIX KaK HA COBPEMEHHBIE, TaK M Ha HCKOIIae-
MbI€ (IPEBHHE TETPATIOJbI, MAJICO30UCKHE CAPKONITEPUTUH) (DOPMBI.

ABTOpBI TONIATAIOT, YTO COBPEMEHHBIC PEreHEPaThl BOCIPOHM3BOAAT TIpe-
HMMYIIECTBEHHOE COCTOSIHUE CBOMCTBEHHOE IPEBHUM TETPAIOaM U KPOCCOITe-
pUTHSM, a HE COBPEMEHHBIM aM()UOHSIM.

BbiiBuraeTcst Takxke IPEANOIOKEHUE, CChUIASACH HA HEMOJIHOTY MAaJICOHTO-
JIOTMYECKOH JIETOHMCH, YTO MHOTOMAJIbIe APEBHUE TETPAIOAbI, TAKHE KaK UXTU-
ocTera u akaHTocTera Morii ObITh pereneparamu. Cieayer, OAHaKo, OTMETHUTH,
YTO WUXTHOCTEra IPEJCTaBIeHa OTHIONb HE EIMHCTBEHHBIMHU JK3EMILISIpaMHU,
a MHOTI'OYMCJICHHBIMHM HAaXOAKaMH, KOTOPbIE BOCIIPOU3BOAST THIIOBOE COCTOS-
HUe, IOATOMY BOCIIPHHUMATH 3Ty GOpMY Kak pereHepara — omroouHo. YTo Ka-
caeTcs CapKOIITEPUTuH, TO OAOOHBIE BBIBOJIBI IBHO CIIEKYJISITHUBHBL.

CrenyeT OTMETHUTBH, UTO PE3YIbTATOM PETCHEPALNH SIBIISIETCS pa3HooOpa3ue
¢dhopm, KOTOpOE CiIeAyeT MPU3HATH HCTOUHUKOM ACUMMETPHH.

AcHMMeTpHS, CBS3aHHAsT HECOMHEHHO C Te€TEPOXPOHHSIMHU pPa3BUTHS, Ha-
TIISIIHO TIPOSIBIISICTCS Y JUTMHHOMAIBIEBBIX XBOCTATBIX aM(DUOUI, TaKUX Kak
Triturus karalinii u T. dobrodgicus (Bopo6séBa u ap., 2006). O6a >Tu Buna xa-
pakTepu3yloTcsl JUIMHHBIMH TOHKMMHM MAJbIlaMH HA MEPEAHMX KOHEYHOCTSX
B JIMYMHOYHOM MEPUOAE, AJMHA 3TUX NalbLEB MOXKET JOCTUTATh Y2 IJTUHBI KO-
HEYHOCTH, TOI/Ia KAK CAMU KOHEYHOCTH MOTYT COCTaBIISATh Y2 JJIMHBI TYJIOBHUILA.
[ManbIipl 3HAYUTENBHO YKOPAYHBAIOTCS B TpeMeTamopdosze u metamopdose, uTo
CBSI3bIBACTCS C KJIETOYHOM CMEPTHIO XPSIIIEBON TKaHU U IPOLIECCOM OCCU(UKa-
LUK KOHEYHBIX (pajiaHr, KOTOpasi MPOTEeKaeT OJHOTUIIHO, HO C Pa3HO CKOpo-
CTBIO Y 000MX BUOB.

XOpowuii mpuMep NPOsIBICHU I ACHMMETPUU ITPEACTABIISIET KOHEYHOCTH XBO-
cTaroil ampuouu ¢ npsiMbIM pazButueM Desmognathus aeneus (Plethodontida)
y KOTOPO# amonTo3 (KJeTouHas CMEpTh) MMela MECTO B TMepeiaHed W 3alHeil
KOHEYHOCTSIX JTMIMHOK Ha cTagusax 26-27 B oomactu mexay II m 11, gwem III
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Salamandrella keyserlingii

Puc. 7. IlpenkoBbie 4epThl B MOP(OIOTHH 3a/{HEH KOHEUHOCTH Y COBPEMEHHBIX aMpuOHii —
ruHoOuun (a, 6 — Salamandrella keyerlingii, 6 —Ranodon sibiricus) B cpaBHEHHH C TTaJI€030HCKHU-
mu ampubusmu (0 — Trematops milleri); as —cTangapTHOE COCcTOSTHEE (CHMMETpHS), 6 — BapHa-
1us (ACHHXPOHHOE COCTOSTHUE).
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u [V manenamu BIIOJbL JTOPCANTBHOTO Kpas KOHEYHOCTH, YYACTBYS TEM CaMbIM
B (OPMHUPOBAHHH TANBIEB. DTOT MYTh C y4YacTHEM ACHMMETPHUYHOCTH OT-
JUYACTCS OT OOBIYHOrO (CHMMETPUYHOIO), MPOCICKUBAEMOTrO HAMpUMEp Yy
Ambystoma mexicanum (Franson et al., 20006).

[TanpueBas gyra JA0JKHA paccMaTpUBATHCS Kak HOBOOOpa3oOBaHHE y TETpa-
TI0JI B PE3YJIBTATE MPOSIBICHUSI ACCUMETPUYHBIX COOBITHI HAa YPOBHE OOLTHOCTH
IJTaHA WX Pa3BUTHS (CAMMETPUH) Y IPEBHUX (POPM B COBPEMEHHBIX ITPEACTaBU-
tenel (puc. 7).

3AKJIIOYEHUE

Cormoctapnenue JepUHUTHBHOTO COCTOSIHHS 3HJOCKENETa MapHbIX KOHEY-
HOCTEH Y UCKOIIAEMbIX U COBPEMEHHBIX PhI0000PA3HBIX TETPALIOAHBIX IIPEIKOB
u MOp(OreHeTHIECKUX MPeoOpa3oBaHUil €ro y COBpeMEHHBIX ampuOuii npu-
BOJIUT K BBIBOAY, YTO OOIIMI MJIaH Pa3BUTUS — MEXaHU3MBI U 3aKOHOMEPHOCTH
CJIOKMJIMCh OYE€Hb PAHO B BOJIIOLUU M COXPAHMJIM CBOIO CTaOMIIBHOCTH Hapsi-
Iy ¢ OOJIBIIIUM 3aIMacoM JIATEHTHBIX NMOTEHUUH. B pesynbraTe Ha MpoTsSKEHUH
IBOJIIOIIMOHHBIX COOBITHH chopMIpoBaock pasHoodpasue MophoTumos. B Tom
yycie, OMCepUaIbHOCTh, YHUCEPHAIBHOCTh. [Ipy 3TOM HUKAaKOH CBSI3M 3THX
MopdoTumoB ¢ ¢uorennei He HabmomaeTcs. Tak, OucepuanbHBIA MOPPOTHIT
MPOCIIEKUBACTCS y IBOSIKOABIIIALINX, IETaKaHTOB, MOPOJIeNH()OPMHBIX KPOC-
conrepuruii (puc. 1), a yHucepuaabHbIH y ocTeonenudopMoB, pU3010HTOPOP-
MOB, ApeBHEH UK TeTpano. OOUK IIaH pa3BUTHS 3HI0CKEJIETa KOHCYHOCTEH,
YCTaHOBIICHHBIH /171 0ECXBOCTHIX M XBOCTATHIX aM(DUOMiA, yKa3bIBAET HA TO, YTO
paccyXAeHUs O MPETeHICHTaX OMCEepPHalbHOIo, JINOO HAIIPOTUB, YHUCEPHAIIb-
HOT'O apXMIITEPUTHUs HA POJIb HCXOJHOIO TETPAIOIHOIO IJIaHA TEPAIOT CMBICIL.
Ha nepennuii niaan BEIXOOUT OTHIOAb HE FOMOJIOTH3aUMsl 1eOUHUTHUBHBIX JHC-
TaJBHBIX JIEMEHTOB MTPEIKOB TETPAIO/] U TAJIBLEBBIX, & TOMOJIOTH3AIMS CAMUX
nporeccoB pa3BuTHs. [lanbiesas nyra, 6€3yclOBHO, JOJDKHA paclieHUBATHCS
KaK HOBOOOpa30BaHUE HA YPOBHE TETPAINO[ U KaK Pe3yJbTaT aCHMMETPUIHBIX
COOBITHII Ha ypOBHE OOITHOCTH TIJIaHa UX Pa3BUTHUS (CHMMETPHH).

PaGora Beimosnnena npu noxpnepxke rpantoB HII-5928.2012.4 u PODU,
Ne 12-04-00021.
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SYMMETRY AND ASYMMETRY IN AN ENDOSKELETON DEVELOPMENT
OF TETRAPOD-LIKE LIMBS

E.I. Vorob’eva

General morphogenesis of the paired limbs of Sarcopterygii (Dipnoi, Crossopter-
ygii) and earliest tetrapods arose in Paleozoic and had a great latent potency, which
was realized in parallel at different stages of these groups development, irrespective of
their phylogenetic status. Symmetry is reduced to a general development plane, it should
be considered as a stabilization of a certain morphogenetic process, and asymmetry —
as an abnormality. The latter, however, often can lead to innovations. It could be traced
in diversity and modifications of the endoskeleton development plan among tailed
amphibians.
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Mopdghocenes 6 uHOUBUOYATLHOM U UCTIOPUYECKOM PA3BUMUN: CUMMEMPUS U ACUMMEMPUSL
Cepus «l'eo-6uonocuueckue cucmemvi 8 npownomy». M.: IHH PAH, 2013. C. 276292
http://'www.paleo.ru/institute/publications/geo/

3AKOHOMEPHOCTH PA3BUTHUSA POI'OBbBIX HIUTKOB TAHIIUPA
YEPEITAX: CHUMMETPUA U ACUMMETPUSA

I.O. Yepenanos
Canxm-IlemepOypackuii 20CyoapcmeeHublil yHugepcumem
cherepanov-go@mail.ru

Mos3aunka poroBbIx MHUTKOB ((Gonnmo3) maHIUps Yepenax XapaKkTepusyeTcs
IBYMsI ()eHOMEHAIIBHBIMU 0COOCHHOCTAMHU: (DPUIOT€HETUYECKONH CTaOUIBbHO-
CTBIO CJIOKUBILETOCS €Ile B IPEBHOCTHU OOLIEro MJaHa CTPOSHUS U IIUPOKOIH
MHAWBUAYaIIbHOW HM3MEHYMBOCTHIO. MccnenoBanme MopgoreHesa gepernax
TIO3BOJIMIIO HAWTH 0OBsACHeHHE 3ToMy (heHOMeHy. Bputo ycraHoBieHO, 9TO
3a49aTKH IIUTKOB (POPMHUPYIOTCS B IMOPHOTEHE3€e B BHJIE JIOKATBHBIX SITHACD-
MaJIbHBIX yTONIIEHNH — miako. [TokazaHo, 4To mosokeHue miakoa mpuypo-
YEHO K CTPOro ONpPEJeeHHBIM y4acTKaM Tella, a UX 3aKJajKa OCyIIeCTBIIs-
€TCsl B CTPOr0 ONPEENICHHON MOCIeJ0BaTeIbHOCTH. Tak, B Kapanakce Iia-
KOIBI (POPMHPYIOTCS NCKIIIOUUTEIBHO HAIIPOTHB TYJIOBUIIHBIX MHOCENT — B
CETITAbHBIX YIIIyOICHUAX TIOKPOBOB IMOPHOHA, TPHU 3TOM, IIITAKOIBI KPaeBo-
T0 psifia BOSHUKAIOT B KaXIOM CENTabHOM yTiyOieHNH (T.e. MOCETMEHTHO),
IUTAaKOJB! OCTAJIBHBIX MPOAOIBHBIX PAJIOB — UYePe3 OAHO TaKoe yriyOieHue.
YcTolUMBOCTh MAaTTEpHA HMIMTKOBAHMS CBs3aHA ¢ 0a30BBIMHM MEXaHU3MaMHU
Mopdorenesa, oCyIECTBIAIOMMUMU MOLJEpKaHUEe OuIaTepalbHOl cuMMe-
TPHUU W JCTCPMHUHANHNIO TTOJTOKECHUS 3a4aTKOB ITUTKOB MEPBUYHON CerMeH-
Tanuel Tema 3apoxblma. [JTaBHOW NMpHYHHON BapHaOenbHOCTH (OIHI03a
ABISAETCS HAMYUE Yy SMOPHOHOB Yepenax CBOOOAHBIX OT 3a4aTKOB IIUTKOB
CENTaNbHBIX yTIyONdeHHH (=CETMEHTOB), B KOTOPBIX NMPU HE3HAUUTETBHBIX
HapyHmeHUsAax 3M6pI/IOFCHC3a MOTYT BO3HHUKATh HJONOJHUTEIbHBIC IJIAKOIBI.
Otu abeppaliyl UMEIOT BBICOKYIO YaCTOTY BCTPEUAEMOCTHU U, KaK IIPaBUIIO,
IPUBOAAT K ACUMMETPUH CTPOEHUS POrOBOT0 OKpoBa. OCHOBHbIE BAPHAHTHI
HapyIICHUS CHMMETPHH (ONINI03a MAHIUPS Yeperax 00yCIOBICHBI TAKIMI
OTKIIOHCHHUSIMH B OHTOTCHE3¢ KaK: aCHMMETPHYHAs 3aKJIaJKa SUACPMalb-
HBIX TJIAKOJ CO CABUTOM Ha OJHOW CTOpOHE Tela Ha CErMEHT uinu bonee, 3a-
KJIaaKa JOIIOJIHUTCIIBHBIX ITJIAKOA B «CBOGOZ[HI)IX)) CCIITAJIbBHBIX yrny6nel-11/1-
X, ATUIIMYHOE CIUSHUE COCEHUX UEPMAIbHBIX [IIAKOJ, OTCYTCTBUE 3a-
KJIQJIKH PETYIISPHBIX SITUACPMAbHBIX IIJTAKOJ B THITHYHBIX CETMEHTaX TeJa.

Karouesvie cnosa: maHuuphb 4epenax, poropble MUTKH, MOpdoreHes, aHoma-
nuu horuaosa.
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BBEJEHUE

Wzydenue cTaHOBIEHUSI CAMMETPUU B MOp(OreHe3e JKUBOTHBIX U pacTre-
HUH SIBISICTCS BAYKHBIM aCIIEKTOM TO3HAHUS OKPYKAIOIIET0 MUPA, TO3BOJISIO-
ITUM BBISIBUTH MEXaHU3MBI MOP(O-(HyHKIIMOHATHHON HHTETPAIliy OPTraHN3MOB
Y 3aKOHOMEPHOCTHU MX OHTOT@HETHYECKOT'0 U MCTOPUUYECKOTo pa3BUTHS. B oT-
HOUIEHWW XOPIAOBBIX >KMBOTHBIX, 00Jaal0UIMX UCXOAHO OMIIaTepajibHON CUM-
METpHEH, €€ U3yUYCHUIO JaBHO MPUIACTCS OOJIBIIOE 3HAYCHUE. B COBpeMEHHOM
TUTepaType TIIyOOKOH MpopaboTKe MOABEPIIUCH BOMPOCH! MOBEACHYECKOW U
(byHKIIMOHATBHON aCHMMETPHH TO3BOHOYHBIX, JIATEPATIU3AINH UX TOJOBHOTO
MO3Ta, aHATOMHYECKOW aCHMMETPHUU COMAaTUYECKUX M BUCIIEPATHHBIX OPTaHOB,
T€HETHYECKOT0 KOHTPOJIS Pa3BUTHSI CHMMETPUYHBIX M ACHMMETPHUYHBIX COCTO-
sauid. Takum 006pa3oM, U3ydeHUe SBOTIOMUOHHBIX U MOP(O-PYHKIIMOHAIBHBIX
ACIIEKTOB JICBO-NIPABOM CHMMETPHH U €€ HapyUICHUsS y MMO3BOHOYHBIX JKUBOT-
HBIX CTaJI0 OJJHUM W3 Ba)KHBIX HaIlpaBJIeHUI coBpeMeHHO# ouonorum (Rogers,
Andrew, 2002; Cooke, 2004; Lopez-Gracia, Ros, 2007).

OnHUM W3 ONMArONpHUSATHBIX OOBEKTOB Ui M3y4YEeHHsS] MOP(HOIOTHYECKON
CUMMETPUH M aCHMMETPHUU IO3BOHOYHBIX SIBISIIOTCS (OTMAMPOBAaHHBIE (4e-
LIYHHBIE) MOKPOBBI COBPEMEHHBIX PENTUIINH. JTO CBA3aHO C JOCTYIHOCTHIO
donumo3a s U3yveHUsl, Kak B TPUPOAHON 00CTaHOBKE, TaK U B KaMEpaIbHBIX
YCIOBHUSX MYy3€HHBIX XpaHHIUIIL. Takum 00pa3om, 00beM MaTepHralia mpaKkTHie-
CKH HE OpTaHWYEH U MTO3BOJISIET BBISIBUTH BECTH CIIEKTP BapuaOEIbHOCTH CTPYK-
Typ QoauI03a, BKITIOYAsl TaXKe caMble peAKHe ero abepparii — OTKIOHEHUS OT
HOpMBL. KpoMe Toro, 4emyHHbIH MOKPOB PENTHIINNA HECeT B ceOe BasKHEHIITHe
TaKCOHOMHMYECKHE MPHU3HAKH, MO3BOJISIIOIINE HE TOIBKO OMPEACIUTh CUCTEMa-
TUYECKYI0 IPUHAJICKHOCTh TOW MJIM MHOW ()OPMBI, HO U BBISIBUTH (HIIOTCHE-
THYECKHE CBSI3M TAKCOHOB U OCHOBHBIC TCHJICHIIMM WX BOJIIOIIMOHUPOBaHUS. B
HEMAaJIoi CTeIeH! CKa3aHHOe KacaeTcs oTpsaa uepernax (Testudinata), mzyduenue
CTPOCHUSI POTOBOT'O MAHIHPS KOTOPBIX UTPAET BAXKHYIO POJIb B PEUICHUH BO-
MIPOCOB BOJIFOIIMOHHOTO CTAHOBJICHUSI M UCTOPHYECKOTO PA3BUTHS dTOU TPyT-
IbI )KUBOTHBIX.

CTPOEHHUE 1 USMEHUYNBOCTbH MO3ANKH POI'OBbLIX LT TKOB
ITAHLIMPA YEPEITAX

TynoBHIIHBINA TAHIUPH OOJIBLUIMHCTBA YEPErax MOKPHIT KPYTHBIMHE JIHICP-
MaJIbHBIMU YEUIYSIMH — POTOBBIMHU IIIUTKAMHM, IPAHUIIBI KOTOPBIX MAPKHPOBaHBI
Y3KUMH KOXKHBIMH TIOTPYKEHUSMH — POroBbIMU Oopo3namu. LluTku maHmps
00pa3yroT cBOe0Opa3HyI0 MO3aHKY, HE BCTPEUAIONIYIOCS Y APYTHX YEHIy HYaThIX
JKUBOTHBIX. B TMnnyHOM ClIy4ya€ IUTKHU OPraHu30BaHbl IPOJOJIbHBIMU PsAla-
MH CO CTPOTUM COOIIOICHHEM OHMIaTepaibHOW CHMMETPUH U KOJTMUECTBEHHBIX
XapaKTePUCTHK. Y OOJIBIIMHCTBA COBPEMEHHBIX 4Yeperax TaKUX PSJOB CEMb:
ISITh HA CIIMHHOM CTOPOHE MaHIMPs — Kaparnakce, J1Ba Ha OPIOIIHON — I1acTpo-
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Puc. 1. OOmuii nmnan cTpoeHUs (Qonmmo3a MaHIUPS Yepernax U HOMEHKJIATypa POTOBBIX
LIMTKOB: a — Kapamnakc, 6 — miaactpon: C — LEeHTpalbHble WUTKH, [m — MHPpaMapruHaibHbIe
IUTKYU, M — MapruHaibHbIe MHUTKH, P — MieBpanbHble IMUTKHA, P/ — TUIacTpaibHbIe IUTKH,
Sm — cynmpaMapruHaibHbIe IHUTKH; [—/2 — MOpSIKOBBIE HOMEPa IUTKOB. [lyHKTHpOM TTOKa3aHBI
LIUTKHU, OTCYTCTBYIOIINE Y OOJIBIINHCTBA COBPEMEHHBIX YEpeIax.

He (puc. 1). ETMHCTBEHHBII HEMAPHBIA PST IMUTKOB — IIEHTPABHBIA — TSHETCS
BJIOJIb XpeOTa M BKIIIOYAeT 5 POroBhIX 3JeMeHTOB. [lo 60okaM OT Hero pacroo-
JKEHBI IIeBpabHble (OOKOBEIC) PSIbIL, 10 4 KPYIMHBIX MIUTKA B KaxaoM. [lepu-
(hbeputo Kaparnakca COCTaBIISIFOT MAPTUHAJIBHBIC (KPaeBbIe) IIUTKH, 3HAYUTEILHO
MEHBIIIKE TI0 pa3Mepy; OHH IPeCTaBIeHbl 00bIYHO 12 mapamu. bpromHas yacTsb
MaHIU P IOKPBITA 6 MapHbBIMHU IJIACTPAJIBHBIMHA HIUTKAMU, KOHTAKTUPYIOIIUMU
MEXIy co0oif 1o MenuansHOU THHUH. [1o JaTepa bHBIM cTOpOHaM (B 00IacTH
MOCTOB TIAHITUPS) TPETUH W YETBEPTHIH MJIacTPaIbHBIE ITUTKH KOHTAKTUPYIOT
C PSIOM MaprUHAJIBHBIX POTOBBIX AJIEMEHTOB. B CBs3M CO 3HAUNTEIBLHBIMH pPa3-
JIMYUAMU B pasMepax NUTKU HaHIU P Y€perax HE o6pa3y10T BbIPAKCHHBIX I10-
MEPEYHBIX PSAIOB, XapaKTepHBIX s (HoMua03a OONBIIMHCTBA IPYTHX PENTH-
AN — d1epuil, 3Men, KPOKOJIUJIOB.

Kpome yHUKaTBHOCTH TJTaHA CTPOCHUS IMIUTKOBAHKE MMAHIIMPS Yepemnax xa-
pakTepusyeTcs emie AByMs KIHOYeBBIMH OCOOCHHOCTSIMHU, Ka3a10Ch ObI, Majo-
COBMECTUMBIMHU Apyr ¢ ApyroM. C OZHOH CTOPOHBI, 3TO — BBHICOKUM YPOBEHb
(bunoreHeTHUECKOM CTAOMIBHOCTH, & C JIPYTO — MUPOKUHN CIICKTP WHIUBUITY-
anpHOU u3MeHunBOCTH (Zangerl, 1969).

MHoro4ynciIeHHBIE MaJCOHTOJOTHYECKIE JAHHBIC ITOKA3bIBAKOT, YTO C(I)Op-
MHPOBABIINICS HA PAHHUX JTaIax dBOJIONUH MMAaTTePH MUTKOBAHUS TAHIUPS
yeperax He MpeTeprieN CyNIeCTBEeHHBIX HM3MEeHeHWi. J[peBHelmine depenaxw,
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Hanpumep, Proganochelys 3 tpuaca ['epmannn (Gaffney, 1990) numenu ToT ke
MPUHIMITHATIEHEIN XapakTep (oiaua03a, 4TO U COBPEeMEHHBIH (opMbl. B Xoze
9BOJIOLMH (T. €. B IpojokeHue Oonee ueM 200 MIIH. JIE€T HCTOPUUYECKOTO Pas3-
BUTHSI) MPEOOpa30BaHUsI KOCHYJIHCH TOJIBKO BTOPOCTEIEHHBIX MPU3HAKOB PO-
TOBOTO MOKPOBA: MOCTEINIEHHO MCUE3NTU MeNIKHe HHppaMapruHalbHbIC U CyTpa-
MapruHaJIbHbIC IUTKH, HE3HAYUTEIHHO YMEHBIIMIIOCh YHCIIO MAPTHHAIBHBIX 1
MJIACTPANBHBIX IIUTKOB, BOBMOYKHO, B CBSI3U C TIPOTPECCHBHBIM yKOPOUECHHUEM
tynoBuina yepenax (Yepemanos, 2002).

SIBneHne QUIOTeHETHYECKOH KOHCEPBATUBHOCTU (DOJUA03a BBITJISIAUT MHa-
pasoKcallbHBIM, B CPABHEHHMH C XapaKTEPHOH JIJIsl uepernax ero BHY TPUBHUI0BON
nabuibHOCTHIO0. Kak Mmokazaay MHOTOYHCIICHHBIE MCCIICAOBAHUS, dTH KHBOT-
HbIe 00J1aJIAI0T UCKIIFOUUTENIEHO MIMPOKON WHIMBHIYaJIbHOW U3MEHUYHNBOCTHIO
MO3aWKH IUTKOB, MPUYEM KaK TI0 YHCITy BAPUAHTOB YKJIOHEHHH OT HOPMBI, TaK
U 0 MX BCTpeuaeMocTd. Ha ceromHsnrHuil JeHb OMUCaHbl THICSYH aHOMAalb-
HBIX 0co0el yepenax, MpUHAJICKAIIUE TOYTH BCEM COBPEMEHHBIM  MHOTHM
uckormaeMbim Bujaam (Gadow, 1899; Parker, 1901; Newman, 1905; Coker, 1910;
Deraniyagala, 1939; Zangerl, Johnson, 1957; Ewert, 1979; Pritchard, 1979; Mast,
Carr, 1989; Bujes, Verrastro, 2007; Cordero-Rivero et al., 2008; Ergene et al.,
2011 u mp.). B oT0# cBsI3M, MOKa3aTeNbHBI TaHHBIE MOJyYEeHHBIE HA OCHOBE M3-
y4eHHs KOJIJICKIUI aMepruKaHCKUX My3eeB (Zangerl, Johnson, 1957): y uccneno-
BaHHBIX 2200 5K3eMIIIApOB Uepenax, npuHaainexkamux 118 Bugam, uncio adep-
paHTHBIX QopM cocTaBuiio 43 %. OgHaKo B MPUPOJHBIX NOMYJSALUAX TPOLECHT
gyepenax ¢ aTHIMUYHBIM YCTPOUCTBOM MO3AaUKH IIIUTKOB MOKET OBITh M BBILIE: OT
45 % y ronoBacToii Mopckoii uepenaxu Caretta caretta (Coker, 1910) 10 69 % y
OomotHOMU "epenaxu Emys orbicularis (Cordero-Rivero et al., 2008). Ho kpaii-
HIOIO CTeTeHb BaprabeabHOCTH (HONH103a IEMOHCTPUPYET MOPCKask OJTMBKOBAS
yepenaxa Lepidochelys olivacea, y KOTOpO# 4HCIIO IIMTKOB Kapanakca HaCTOJb-
KO HEeCcTaOMJIbHO, YTO, N0 MHEHUIO Psiia aBTOPOB, OTCYTCTBYET BO3MOXKHOCTD
oIpeaeauTh uX TunuuHoe konuuectso (Deraniyagala, 1939; Pritchard, 1979).

AHomamuu (onumo3a depenax MOAPa3AeNsIIOT Ha TPH OCHOBHBIX THIIA:
1) atunmaHas GopMa WIH pa3Mmep IIUTKA, 2) MPUCYTCTBUE IOITOJTHUTEIHHBIX
(AKCTpaOpaANHAPHBIX) MUTKOB, 3) OTCYTCTBHE HEKOTOPHIX PETYIISIPHBIX IITUTKOB.
OTH TUIBI aHOMAJIUH MOT'YT OOHApPYKMBATHCS Pa3/IeJIbHO WU MPUCYTCTBOBATH
B KOMILJIEKCE Y 0fHOM ocoOu. Cpenn aHOMaJIbHBIX Yepernax mpeodaaiaoT acuM-
METPUYHBIC BAPUAHTHI cTpoeHus1. Kak mokasain ucciaeJoBaHus KOJUIeKIuid 30-
onoruveckoro nH-ta PAH u Cankr-Ilerepbyprckoro roc. ya-ta (cM. UepemnaHos,
2005), y 100 o6Hapy keHHBIX a0eppaHTHBIX K3EMIUISIPOB YETHIPEX BUIOB Uepe-
nax — Kacruiickoit (Mauremys caspica), 6onotHout (Emys orbicularis), cpenu-
3eMHOMOpcKoi (Testudo graeca) n cpenneasuarckout (Agrionemys horsfieldi) —
acCMMMETPHYHBII poroBoii y3op umeeT 81 % ocobeii. Poroseie abeppauuu MoryT
3aTparuBarh BCE OT/EIbI Kapamakca MW IIACTPOHA, HO MaKCUMAaJIbHO Bapua-
OepHAsT 00JIACTh MAHITUPS Yeperax — 3TO 3aHSsI TOJOBHHA CIIMHHOTO IIIHTA.
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Haunbosee yacTblM BapuaHTOM YKJIOHEHMSI OT HOPMBI SIBJISIETCS IIPUCYTCTBHUE
JOTIONTHATENBHBIX MUTKOB (Zangerl, Johnson, 1957; Ewert, 1979; Mast, Carr,
1989; Bujes, Verrastro, 2007; Cordero-Rivero et al., 2008). Ouu MoryT cocras-
1a1h 10 70 % oT obmero uncia anomanuii (Yepemanos, 2005).

[lonbITKH OOBACHUTH (PEHOMEH IIUPOKOH M3MEHUYMBOCTH (HONUI03a TaH-
Ups 4epernax MpeAnpUHUMAINCh HeoJHOKpaTHO. [lepBast U BecbMa 3KcTpa-
BaranTHas uaes Oputa BhIckazaHa X. I'agoBeiM (Gadow, 1899). CormacHo ero
HaOIOACHUSM MOJIOJBIE 0COOM MOPCKHX depernax (1Mo ero mHenuto — Caretta
caretta) UMEIOT OOBIYHO OOJIBIIIEE YHCIO POTOBBIX IUTKOB, YEM CTapble 0COOH
TOTO e BUAA. DTO MO3BOJIUIIO aBTOPY MPEAIoaraThb, YTO B OHTOI'€HE3€ MPOUC-
XOJIUT MOCTENEHHAs PEAYKIIUS YUCIia ITUTKOB JI0 TeX 1Op, OKa HE IOCTUTACTCSI
KOJIMYECTBO THITMYHOE JIJIsI B3pOCibIX uepenax. [To muenuto ['ajoBa, penykumst
peasnzyeTcs uepe3 CIUSHUE WM BbIOABIMBAHHME COCEJHUX LIUTKOB, MPHYEM
KKl TOCJICAYIOIIMH ee 3Tal HaXOAUTCS B CTPOTOM CBS3M C MPEbIIYIINM.
Takum 00pa3om, mpeoOpazoBaHUe MHUTKOBAHUS UIET IO CTPOrO ONPEAETICHHON
TPaeKTOPHUH, T. €. ABIAETCS oproreHeTnueckuM. X. Hetoman (Newman, 1905)
MpHUAaT OPTOTEHETHYECKOH THIOTe3€ IBOTIOUOHHO-(HIOTeHETHUECKUI BeK-
TOp, TIPEJIOKUB PACCMATPHUBATH AHOMAJIMHU B KAYECTBE «CHCTEMATHYCCKHX aTa-
BHU3MOBY», YCMOTPEB B HUX KPOME CTaJuil OHTOr€He3a, TAKXKE 3TaIlbl 3BOJIIOLU-
OHHBIX IIPe00Pa30BaHUN.

JanpHeline HCCIIeIOBaHMs BBISIBUIM HECOCTOATEIBHOCTh KOHIEILUU
opToreHesa. Bo-mepBbIX, OKa3anoch, YTO HCClIeIoBaHHbIE ['aTOBEIM HOBOPOXK-
JIeHHBIe 0co0M omubo4yHOo oTHeceHbl Kk C. caretfa, a Ha caMOM JieJie TIPUHA/I-
JeKaT IPyTOMY, HEXENU B3pOCIble, BUAY uepenax — Lepidochelys olivacea (cm.
Pritchard, 2007), otnnuaromeMycst KpaifHeH HEYCTOMIHMBOCTHIO CTPOeHHS (ho-
nuzo3a (cM. Beimie). Bo-BTOpHIX, n3ydeHue Oosee 00beMHBIX MaTepralios 1o C.
caretta (Coker, 1905, 1910) He BBISIBHIIO CYLIECTBEHHBIX PAa3JIMUUi B KOJIMYECTBE
AQHOMAJIBHBIX 9K3EMILISIPOB CPEIN MOJIOABIX M CTapbIX yepenax. Takke He ObLIo
Hal/ICHO HUKaKHUX CIEJI0B, YKa3bIBAIONINX Ha PETYNSpHOE CIUSHUE IUTKOB B
XOJle UX OHTOT'CHETHYECKOro pa3BUTHs. B pesynbrare y yepenax He oOHapy-
XKHUJIOCh «OPTOT€HETUYECKUX Bapualuil» B CMbICIEC IPOIPECCUBHON PEdYKIUU
LIMTKOB B HOPMaJIbHOM IIOCTHATAJIbHOM OHTOI'CHE3E.

YcTaHOBNIEHO, UTO HAPYIIEHHS, TPUBOASILIUE K CYLIECTBEHHBIM aHOMAIUAM
LIUTKOBaHHMS, TPOUCXOAST B SMOpHOreHe3e. bonbmHCTBO HccieaoBareneii cBs-
3bIBaE€T MX TOSBJICHUE C BO3/ICHCTBHEM HEONATrONPHATHBIX (AKTOPOB Cpellbl B
niepuoxa uaky6anmuu (Coker, 1910; Lynn, Ullrich, 1950; Bujes, Verrastro, 2007 u
ap.). OnHAaKO 7151 HEKOTOPBIX aHOMAJIM IPEAIIoIaraoT FeHETHUECKY 0 IPUPOLY
(Zangerl, Johnson, 1957). Ha 3ToM ocHOBaHMY OBIJIO MPEIIIOKEHO PA3ITHIATH JIBE
(hopmer BapuabensHOCTH (honnosa y uepenax (Zangerl, 1969). [lepBas — «aHo-
MaJIMH OHTOT€HE3a»: HapyILIeHHs], CB3aHHBIE C TOBPEKACHUSMU B X0J1€ UHINBU-
IyaJbHOTO pa3BUTHS. BTopas — «OBTOPSIIOIIUECS aHOMAJINW). CHMMETPUYHbBIE
U AaCHMMETPHYHBIE BapUaIlFH, BOZHUKAIOIINE C ONPEICIICHHON JIsl JAHHOTO TaK-
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Puc. 2. AHOManHs pOroBEIX IMUTKOB TUMA «3Uur3ary y Geochelone carbonaria
(Pritchard, 2007).

coHa (BUa, PO/Ia) YaCTOTOW U SBIAIOIINECS, TTPEIITONOKUTEIBHO, (PEHOTHUITHYE-
CKHUM IPOSIBJICHUEM BapuaOeIbHOCTH FeHOTHIA. TakiuM 00pa3oM, Bce aHOMaINH
ObLIN pa3zeneHbl HA HEHACIIEICTBEHHbIC U HACIIEICTBEHHBIE, OTHAKO TeHEeTHYe-
CKUH KOHTPOJIb B OTHOLICHUH MTOCIICAHHUX JIUIIb OCTYIHPOBAJICS.

[IpeanpuHsATHIE TONBITKH OTIEIUTh T'CHETHYECKYIO COCTABJISIONIYIO W3-
MEHYHBOCTH OT BJIMSIHHSI BHEITHUX (PaKTOPOB TOKa HE yBEHUYATHUCH ycrexoM. B
pe3ynbTare HAOMIOICHHH U PsiJia SKCIIEPUMEHTOB Y/aJI0Ch YCTAHOBUTS JIUIIIH TO,
YTO B Pa3HBIX MOMYJIALMIX Yepenax 4acToTa BCTPEYaeMOCTH aHOMAJIbHBIX 0CO-
Oeii paznuuna. Kpome Toro, nokasaHo, 4To 3TH pa3Inyusi CBA3aHbI C PA3IUYHON
CTENEHBI0 YCTOMYMBOCTH ITUX TONYJSLIUN K BO3JEHCTBHIO HEOIATONPUSTHBIX
(hakTOpOB cpelibl, 00yCIOBICHHON, BO3MOXHO, reHeTHueckH (Cordero-Rivero et
al., 2008; Velo-Anton et al., 2011). OgHako reHeTHYECKAsI JETEPMHUHAIINS CAMIX
aHOMAaJIMH HE HAaXOAUT MOATBEPKACHUS.

TpanguuuoHHO OONIBIION HMHTEpPEC BBI3BIBAIOT adeppaluu B 00JacTH LEH-
TpaJIbHBIX U IUIEBPAIbHBIX HIMTKOB. Yalne BCero 3T0 aHOMaJluu THUIA «3HUr3ar»
(Pritchard, 2007) ¢ acHMMETPUYHBIM PACIOJIOKEHUEM JICBBIX M IPABBIX TIJICB-
PAIBHBIX IUTKOB, MEX/y KOTOPHIMU BKJIMHHBAIOTCS ACHMMETPHUYHBIC TTapHBIC
HEHTPAJIbHBIC IIUTKH TPEYTONIBHOM (hopMBI (pHc. 2). B ykazaHHOM THIIC aHOMAaITH it
yCMaTpPUBAETCSI HEKOTOPAs YIOPSAIOUCHHOCTh PACTIONOKEHUS POTOBBIX DIIEMEH-
TOB, YTO TO3BOJIMJIO NMPEAIOJIOKHUTD, YTO LIEHTPAJIbHBIC U IUIEBPAJIbHBIC IIUTKN
MPEACTABISIOT COO0H HEe OTAETbHbIC SIUHHIIBI, @ ACCOLHALINI0, KOOPAUHUPOBAH-
Hoe 1ienoe (Coker, 1910; Zangerl, Johnson, 1957; Ewert, 1979). CoriacHo MHEHUIO
psiaa aBropoB (Zangerl, Johnson, 1957; Pritchard, 2007) B cnydae aHOMaJbHOTO
paszBuTHs Gosng03a reomeTprueckas popma COCeTHUX MUTKOB U3MEHSIETCS B pe-
3yJbTaTe JICHCTBHS MEXaHU3Ma KOMIIEHCATOPHOT'O POCTA IPH COXPAHEHUH OOIIIEH
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KoHUrypanuu naHuupsi. OEHOMEH YNOPsSIOYEeHHOCTH aHOMAJIbHBIX LIMTKOB
Kaparakca ObIJT Ha3BaH MOATOHOYHBIM cHHApPOoMOM («dovetail syndromey; Ewert,
1979). Ilpu 3TOM CHHAPOME, COTTIACHO MOCICAHEMY aBTOPY, IJIEBPAJIbHbBIC HINT-
KM XapaKTepU3yI0TCs HapacTarolleil B Kay1aJIbHOM HallpaBJIEHUU acCHMMETpHEH,
B pe3yJIbTaTe Yero 3aJHue IEHTPaJbHbIe IIUTKU CTAHOBITCA HEOTIMYUMBIMHU OT
IJIEBPAJIBHBIX B CBOEH aCHMMETPUYHOM CEpUH, HEPENIKO IIAPHOM.

SIBneHne HapacTarolieil aCHMMETPUU XapaKTEpPHO ISl Pa3BUTUS MHOI'HMX
MHOXECTBEHHBIX, T. €. TOMOAMHAMHBIX OPraHoB. Y IO3BOHOYHBIX OHO BbIpa-
XKaeTcs B TOM, YTO Me30[epMa B XOJ€¢ HapyIICHUs] COMUTOreHe3a MOXeET Gop-
MHPOBAaTh CETMEHTHI, HEpaBHBIE 1O JJIMHE Ha JIEBOM M MpaBOW CTOpOHE Tena.
OT0, B CBOIO ouepellb, MPUBOJIUT K CABUTY MEKCETMEHTapHBIX (CEeNTaJbHBIX)
[IEPETOPOJIOK OTHOM CTOPOHBI OTHOCUTENBHO Apyroi. CIBHUT YBEIIMUNUBACTCS OT
IIEPBBIX CErMEHTOB K MOCIEIHUM TeM ObICTpee, YeM OOJblle pa3HHULA B AJIUHE
CerMeHTOB. Takoe HapylLIeHHEe CErMEHTAI[UHU BBI3bIBACT AaCHMMETPHUIO 3aKJIaI0K
MapHBIX KOHTpalaTepalbHbIX OPraHoB (HampuMep, JEBbIX U MPaBbIX MOJIOBUH
1o3BOHKOB; cM. KoBanenko, 1992), kotopas HapacTaeT B 3a/lHEl 4acTH Tela.

OnHaKo B OTHOUICHHUH PSII0B IJIEBPAIBHBIX ITUTKOB MMAHIMUPS Yepenax uaes
HapacTaroleil aCHMMETPHH BCTpeYaeT ONpeielieHHbIC TPy IHOCTH. B GonbInnH-
CTBE «3HUI'3ar-aHOMaJInii» MOCTEIICHHOTO HAPACTaHUS aCUMMETPUHU IJIEBpab-
HBIX LIUTKOB HE OOHApy’>KMBAETCS: KPYNHbIE M MEJKHE IJIEBPaJbHbIC IIUTKH
MOTYT YepeaoBaThCs Ha KaKJoW cTopoHe Tena. ClenoBaTeiabHO, aCHMMETPHUS
3TUX POrOBBIX 3JIEMEHTOB UMEET UHYIO MPUPOY.

[o HameMy MHEHHIO, OTCYTCTBHE YJOBJICTBOPUTEIBHBIX O0BSICHEHUI MOp-
(horeHeTHYECKUX MTPUIMH N3MEHYNBOCTH (POITMI03a O0YCIOBICHO HEOCTATKOM
JaHHBIX [0 €r0 HOPMaJIbHOMY Pa3BUTHIO y uepenax. Hecimy4aiiHo Ho3TOMY, 4TO
B TIOCJICIHEH CBOAKE MO MOP(OJIOrHUH Yepenax CBEACHHUS O Pa3BUTHH POrOBBIX
LIMTKOB OTPaHMYMBAIOTCS JHILb OTHOH (pa3oi: «MO3amKa SMHACPMATIBHBIX
LIUTKOB BO3HMKAET 3aJ10JIT0 /10 OKOCTEHEHU MJIACTUHOK MaHIMpsl, a O/CTHIa-
olIast JIepMa MOXKET UTPaTh BAKHYIO POJIb B (OPMUPOBAHUU AIHICPMATBLHBIX
LIUTKOB, CXOAHYIO C BIMSHUEM COMAaTHYECKOH AE€pPMbI Ha ATTEPH ONEPEHUs y
neienkay (Gilbert et al., 2007, c. 2).

MOPO®OI'EHETUYECKUE 3AKOHOMEPHOCTHU PA3BUTU A
OOJINJO3A B HOPME U ITP11 AHOMAJINHN

He BbI3BIBaeT COMHEHUS, UTO JBYCTOPOHHSSI CUMMETpHs (honnio3a nedu-
HUTHUBHOTIO IAHLMPS yepenax CBsi3aHa C OMylaTepajbHOM CUMMETPUYHOCTHIO
Ppa3BUBAIOLIETOCS 3apOAbIIa, CBOMCTBEHHON BceM MO3BOHOUYHBIM. Kpome Toro,
BBICKa3bIBAJIUCH MPEATIONOKEHHUS, YTO TIEPBUYHAs COMAaTHYECKasl OpraHU3alnsl
9MOpHOHa Yepernax MOXKET ONpPeAeIsITh KOINYeCTBEHHbIE XapaKTepUcTUKu (o-
JIMJ103a, 110 KpaliHel Mepe, B OTHOLIEHUH IIIMTKOB MAPIUHAJIBHOTO psijia. B wacT-
HoctH, Jxk. [Tapkep (Parker, 1901) yka3piBai, 4To 4YHCIO MapruHaJIbHBIX IIUT-
KOB KOJIMYECTBEHHO U II0 IOJIOKEHUIO COOTBETCTBYET UHUCIy pedep, KOTOphIe,
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KaK U3BECTHO, 3aKJIaBIBAIOTCS TTOcerMeHTHO. OIHAaKo, HECMOTPA Ha Ooiee 4yeM
BEKOBYIO MCTOPHIO M3YUEHUS, KOHKPETHBIE MEXaHU3MbI CTAHOBJICHHS MO3aUKH
IIUTKOB U TIOJJICPIKAaHUS €€ CTaOMIBHOCTU CTAJH SICHBI TOJBKO HENAaBHO — I10-
Clie TPOBEICHUS CIIeIMabHBIX YMOPHOJIOrHUECKUX uccieqoBanuii (UepenaHos,
2002, 2005; Cherepanov, 2006).

B xagecTBe 00BEKTOB ATHX HCCICAOBAHNI OBLIIN BRIOPAHBI 1BA BUA — Cpe-
nn3emHomopckast (Testudo graeca L., cem. Testudinidae) m 6onotHas (Emys
orbicularis (L.), cem. Emydidae) uepemaxu. CpaBHUTEIBHBIA aHAN3 MOpQore-
HE30B JTHX Yeperax — MPeICTABUTENICH pa3HbIX CEMEHCTB — MO3BOJIII BhIUJIE-
HUTH OOIIME 3aKOHOMEPHOCTH Pa3BUTHS, XapaKTEPHBIC JJIsI TPYIIIIBI B IEJIOM,
OTACIMB UX OT INPU3HAKOB BHUAA. Ilonnas Cepusd HCCICAOBAHHLIX 3M6pI/IOHOB
OT CTaIU¥M COMHUTOTEHE3a N0 CTaIWU BBUIYIUICHHS (IpOOHAS B COOTBETCTBUH
¢ 26-cTanuitHON TabIuIel HOPMAJTBHOTO pa3BUTHS depenax; Yntema, 1968), a
TaK)Xe CEpUHHBIE THCTOIIOTHYECKHE CPEe3bl IMOPUOHOB, TIPOU3BECHHBIE B TPEX
B3aUMHO TEPIEHIUKYISIPHBIX TUIOCKOCTIX ((PpOHTATBHBIE, TApacaruTTaIbHbIC
U TIOTIEPEYHbIE) MO3BOIMIIN THIATEIBHO MPOCIEANTD U OAPOOHO ONMHCcaTh pas-
BUTHC KOXXHBIX IOKPOBOB U UX MIPOU3BOAHBIX. HpHMCHeHHBIfI HUCCJIICA0BATCIIb-
CKUH METO/] IMMO3BOJINJI BBIAIBUTH TaKWE€ TOHKUC ACTAJIM CTPOCHHUA U PA3BUTHUA
SMUIEPMHUCA B ACPMBI, KOTOPBIE HEe OBLIN MOCTYITHBI (HaIIpuMep, B CHITy (ppar-
MEHTapHOCTH MaTepHaJia) Uiu YIUTH OT BHUMAaHUS APYTUX UCCIIEI0BaTEeH.

[TonpoOHOe onucaHue XoAa Pa3BUTHS KOXKHBIX TOKPOBOB y HCCIICIOBAH-
HBIX BHUJIOB Yeperax JaHO HAMU B psJie MPEIIISCTBYIOIMUX MyOIuKanui (cM.
UYepemnanos, 2005). DTo mo3BosisieT B HACTOsAIEH paboTe OrPaHUYUTHCS TOIBKO
MpEaACTAaBJICHUEM OCHOBHLIX PE3YJIbTATOB IMTPOBECACHHOT'O MOpq)OFeHeTI/I‘-IeCKOFO
aHaJn3a, KOTOPhIE MOKHO CYMMHPOBATH CIEAYIOIIUM 00pa3oM.

1. 3auaTk¥ POrOBBIX IIUTKOB MMAHIIUPS Yeperax BIepBbIe BOSHUKAIOT B BHJIC
HEOOJIBIINX JIOKATHHO PACIIONIOKEHHBIX JITHIEPMAJIBHBIX YTOIIIEHUN — IITIAKO]I.
OT cocenHUX YYacTKOB SMUACPMHUC IJIAKOA OTJIMYACTCS CTON0YAaToOl (Gopmoit
KJIETOK 0a3aJIbHOTO CJI0Sl ¥ HAJTMYHMEM JOTIOTHUTEIBHOTO CII0sI Cypada3aibHbIX
KJIeTOK. B sMOpurorenese mimakoasl GOPMHUPYIOTCS Ha CTAAMSIX, 3HAYUTEIBHO
OoJiee paHHHUX B CPaBHEHUH CO CTAAUAMH (hOPMHUPOBAHUS (HOIUI03a Y UEITyH-
4aThIX pentuiuid. [Ipu 3TOM Ha TOTamBHBIX MpenapaTax SMOPHOHOB Yeperax, C
KOTOPBIMH HUMEJIH JIeJI0 OONBIIMHCTBO MCCIENOBATEINEH, INTAKO/bI TPAKTHIECKH
He BUIHBL B cuity 3Toro 3a Hayano (opMUPOBAHHMS IIUTKOB y Yeperax MHOTHE
ABTOPBI OIIMOOYHO MPUHUMATIHU TMOSBICHUE KPYMHBIX pa3leieHHBIX 00po3ia-
MU KOXKHBIX CTPYKTYp (cM. Yntema, 1968; Mahmoud, 1973; Ewert, 1985; Miller,
1985; Guyot et al., 1994; Alibardi, Thompson, 1999; Greenbaum, 2002), T. €., 110
CYTH JIeJia, 3aBepIIarOIINe dTAITbl CTAHOBICHUS IMUTKOBAHMSL.

2. B kapamakce MeCTONOJIOKEHHE TUTAKOA CTPOTO MPHUYPOUEHO K TIoTeped-
HBIM CKJIaJIKaM AMOPHOHA — CENTaIbHBIM ITOTPYKEHHUSIM TTOKPOBOB, (POPMUPYIO-
LIMMCSl B MECTaxX MPUKPEIJICHNS K 0a3aibHOi MeMOpaHe nuepMuca Kojiare-
HOBBIX BOJIOKOH, COCTABJIAIOIINX MHOCCIITHI. Ot CKJIAJKHW BO3HHUKAKT HA CTa-
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IIASTX COMUTOTEHe3a (pHcC 3a) M COXPAHAIOTCS Y SMOPHOHOB Yeperax T0CTATOUHO
JIONITO, BHEIITHE MapKUPYs CErMEHTAINIO Teina. DMOpHOHAThHAS CEeTMEHTAIHS
00yCIIOBIMBAaET METAMEPHOE CTPOEHHE BHYTPEHHUX OPraHOB, MPEXKIE BCETO
JJIEMEHTOB OCEBOI'0 CKEJIETa, HO TAKKE MOYKET MPOSBIATHCSA U B CErMEHTapHOM
OpraHu3aluy MOKPOBOB, YTO MbI U HAOJOaeM y uepernax (puc. 30).

3. B xoz1e Moporenesa 1miakobl BO3HUKAIOT HE OTHOBPEMEHHO, a B OIpeJie-
JICHHOU TIOCJIeOBATEIBHOCTH (pHC. 6, a-6). [IepBBIMU MOSBIISIOTCS MaprUHAIb-
HBIE ¥ TUIEBPAJIbHBIE 3a4aTKH MIUTKOB Kaparmakca (13 ctaaus smOpuorenesa). [Ipu
9TOM MapryuHajlbHbIE MJIAKOIBI JIEKAT B KAXKJIOM CENTaJIbHOM MOI'PY>KEHHH Kpa-
eBOHM 4acTu TyjoBHIIA (puc. 36, 4a), ux yucio (12 map) cOOTBETCTBYET KOIHYe-
CTBY CErMEHTOB (POPMUPYIOMINX MAHIHUPh (2 TOYHEE, KOMTUYECTBY MONEPEUHBIX
TYJIOBUIIIHBIX MUOCENT, PA3/ICISIFOIIUX 3T CerMeHThI). [1neBpabHbIe MIaKo/Ibl
(4 maps1) 00pa3yrOTCs CHMMETPUTHO Ha TOpCcoIaTepaIbHON CTOPOHE Teja B pai-
onax 4yeTHbIX (II, IV, VI n VIII) TynoBHImIHBIX MHOCENT (32 MEPBYIO TYJIOBHUIII-
HYI0 MHOCENTY IpPUHATA Ta, B pailoHe KOTOpoil (opmupyercs: nepBoe pedpo).
Takum 00pa3om, B OTJIMYHE OT MaprUHAIBHBIX, 3TH IUIAKO/BI MOSBIISIOTCS HE B
KaXXJIOW CENTalbHON CKIIaJKe, a uepe3 oaHy (puc. 36). LleHTpasibHbIe MIaKObI
pa3BuBaroTcs mo3aHee (15 cranms), Kaxkaast B BUAC JICBOTO M MTPABOTO 3a9aTKOB
(puc. 46). Bckope 3Tu mapHBIe 3a4aTKH CITMBAIOTCS TI0 METHAIBHOM JIMHUH, 00pa-
3ys IIATH €UHBIX IEHTPAIBHBIX MJIaKo. B HOpMe 1eHTpalibHbIe MIIaKObI PACIIO-
nararorcs B parioHax HeueTHBIX (I, I11, V, VII u IX) TynoBUIHBIX MHOCETIT, T. €.
B IIaXMaTHOM TOPSIIKE C MJIEBPaIbHBIMHE IIaKoAaMu. [lnacTpaabHble MIaKoabl
(6 map) BOBHMKAIOT 1M03Ke BO3SHUKHOBEHHUSI TIJIaKoA Kapanakca (16 cranus) mo ne-
pudepur COeIMHUTENBHOTKAHHOTO OPIOIIHOTO IHUTAa CHMMETPUYHO C KaXKJIOH
CTOpOHEI Tesa. MecTa X BO3SHUKHOBEHHS HE UMEIOT IBHOM CBSI3U C TIOJIOKEHHUEM
MHOCETIT, O/IHAKO KOCBEHHBIE JIaHHBIE MTO3BOJISIOT 3TY CBS3b Mpearnonarars. Bo-
NEpPBBIX, Ha OOJIee paHHUX CTAUSIX OHTOreHe3a nepudepudeckas o0macTp mia-
CTpOHA HECET YEPTHI OIlpesieNIeHHON cerMeHTHpoBaHHOCTH (Yntema, 1970; Guyot
et al., 1994). Bo-BTOpBIX, CXOAHBIM XapaKTep pa3BUTHUSI BCEX LIMUTKOB MaHIUPS
KOCBEHHO YKa3bIBaCT Ha BEPOSITHO CXOJHBIN MOPSIOK IETEPMUHAIINN MX PACIIO-
noxenus. Cyast To MaJloMy YHCITY IUIACTPAJBHBIX MUTKOB (6 mTYyK Ha 12 TyIno-
BUIITHBIX METAMEPOB) U UX Pa3MEPHBIM XapaKTePUCTHKAM, 3a4aTKH YKA3aHHBIX
LIMTKOB 3aKJIaJIbIBAIOTCS HE B KXKJIOM CETMEHTE Tela, a, BEPOATHO, Yepe3 O/IMH.
Takum o0Opa3oM, Ha 16 cTaguu pa3BUTHS SMOPUOHOB Ueperiax 3aBepliacTcs Ha-
YaJIbHBIN 3Tan GopMUpPOBaHUS UX (OITHI03a, KOTOPHIH YCIOBHO MOXKHO HAa3BaTh
cTanuel dMuaepPMaTbHBIX IUTaKko (puc. 5).

4. OxoHYATENbHBIA PUCYHOK (POTMI03a yCTaHABIUBAETCSA Ha 17-18 cTagusx
aMOpHOTeHe3a P Pa3BUTHH KOKHO-POTOBBIX OOPO3/T, 000COOISIIOMINX ITUTKH
naHuups (puc. 6e-e). 3auatku 00po3x GOPMHUPYIOTCS OTACIBHBIMHU y4YacTKa-
MU B BHJI€ HETNTyOOKUX MOTPYKEHUH dMUJepMHUca B ACPMY. DTH MOTPYKEHHUS
HOSIBIISIIOTCS, TIPEKJIE BCETO, B MECTax HamOoJiee Pe3KOro nepernaaa TONIUHBI
SMUJICPMHCA, YTO COOTBETCTBYET 3aJTHUM U 3aJIHEOOKOBBIM TpaHUIIAM ILIAKO/,
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Puc. 3. ®ponTanbHble cpes3sl TyJIOBUIIA SMOPHOHOB uepenax: a — Testudo graeca, 10-s cta-
st pa3Butus; 6 — Emys orbicularis, 15-s ctanus passurtus; 6 — Emys orbicularis, 16-s1 craaus
passutusi; Ar.N — HeBpanbHas ayra, Cos — 3a4atok pebpa, D — aepma, Inv.S — centaibHOE yIily-
6nenne, M.P — MapruHanbpHas Iniaxkona, Ms — momepedHnas centa (Muocenta), N.7 — HepBHas
TpyOka, P.P — mieBpanbHas miakoaa, Som — coMut. Cpesbl OKpalieHbl reMaTokcuianHoM Jemna-
¢dunpaa ¢ r03uHOM. MacuitTabHas TuHeika 250 MKM.
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Puc. 4. Tlonepeunsie cpesbl TyJI0BUIIA dMOpUOHOB Testudo graeca Ha 15-i cTanuu pas3Bu-
THUS: @ — 00JaCTh IUIEBPAIBHBIX IUIAKOJ; 6 — 00JacTh HEHTPabHbIX Muakox: Ch.D — xopna, C.P
— LeHTpajbHas miakozaa. OcranpHble 0003HaueHUs cM. pHc. 3. Cpessl OKpaIlIeHbl TeMaTOKCUIIN-
HoM [lemadumnpaa ¢ ro3uHOM. MacmTabHas nuHeika 250 MKM.

pacImmpeHHbIX K 9TOMY BpeMmeHu. [lanee pa3pactanue 3a4aTKoB 0OpO3.1 IPoHcC-
XOOUT BAOJIb I'PaHUIl MEXKAY TOJICTBIM U TOHKUM SIIUACPMUCOM 10O q)OpMI/IpOBa-
HUS MEXy HUMH (00p037aM1) KOHTAKTOB U 00pa30BaHUs SAUHON CHCTEMBL. B
sMOpHOreHe3e Yepenax MepBbIMU TOSBIISIOTCS IIEHTPAJIbHBIC OOPO3Ibl, a 3aTeM
MIPOUCXOIUT IIEHTPOOEKHOE pa3BUTHE OoJiee epruepHUIecKH pacoI0KEHHBIX
LIEHTPO-TIJICBPAJIBHBIX U IJIEBPalIbHBIX 00p031. MapruHaibHbie 00pO3/Ibl Kapa-
rakca u OOpo3Jibl IIACTPOHA 3aKJIAJIBAIOTCS, HAPOTHB, M0 Nepudepuu MnaH-
LUPSI U pa3pacTaroTcs HEHTPOCTPEMHUTEIBHO.

VYcTaHOBIIEHHBIE 3aKOHOMEPHOCTH X0J[a HOPMAJIBHOTO PA3BHTHS POTOBOTO
MAHIUPS Yepernax MO3BOJIMIIN TOHATh TPUPOJY BOZHUKHOBEHHUS €0 aHOMAJIHIt
¥ B TOM YHUCIJIE MHOTOYMCIIEHHBIX aCHMMETPUYHBIX BapHAHTOB cTpoeHus. Ha-
PYIIEHUIO CHMMETPUU B O0JIACTH IIEHTPAJIbHBIX U IUICBPAIbHBIX ITUTKOB (BO3-
MOJKHO, TaK)Xe IJIaCTPaIbHBIX) HAUOOJBIICH CTCIICHU CIIOCOOCTBYET HAJIUYHUC
«BaKaHTHBIX» (B HOPME CBOOOJHBIX OT 3a4aTKOB IIMTKOB) CEMTAJBHBIX MOTPY-
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Puc. 5. PacmionoskeHne 3a4aTKOB POTOBBIX IIUTKOB (3MUAEPMATbHBIX TIAKOMA) Y SMOPHOHOB
yepenax: @ — 0071acTh Kapamnakca, 15-1 cTaaus pa3BUTHs; 6 — 00JaCTh TIACTPOHA, 16-5 cTaaus
passutus: Pl.P — nnactpanbHas rakona; /—/2 — mopsiikoBble HoMepa miakos. OctanbHble 000-
3HAYCHHUS CM. puc. 3, 4.

eHui. IMeHHO oATOMY, HanboJee YacTO BCTPEUAIOLTUMCS TUIIOM aHOMAJIHH
SIBJISISTCSL IPUCYTCTBUE B (POJTUI03€ OMOJHHUTEIBHBIX IUTKOB, KOTOPBIE, T0-
BUANMOMY, MOABJIAIOTCA B 9TUX BAKAHTHBIX MECTAaX AAXKC MPHU CaMbIX HC3HAYU-
TCJIBbHBIX HAPYIICHUAX OHTOICHE3A. OTCYTCTBI/IG 3aMETHBIX MOp(bOJIOFI/IT-IECKI/IX
pa3nuunii MEXAy COCETHUMH CETMEHTaMH M X CENTaJbHBIMH TOTPYKEHUSIMU
(T. €. KaK 3aHATHIMH, TaK ¥ HE3aHSATHIMHU IUTAKOAAMH) YKa3bIBaeT HA TOM, YTO
MeCTa BOSHHUKHOBEHHUS TIEBPATbHBIX TLIAKO/, TI0-BUUMOMY, HE A€ TEPMUHUPO-
BaHBI CTPOTO MPEALIECCTBYIOIINM XOJIOM Pa3BUTHUSI, U TIOITOMY BEPOATHOCTD MO~
SIBIICHUSI OTKJIOHEHHU I B MECTOTIOJIOKCHUHU U KOJTUYECTBE ITUX IIJIAKO/, a 3aTeM
Y TIIUTKOB OCOOCHHO BEJIHKA.

JlarHbIe o MopdoreHe3y MO3BOJIMIN YCTAHOBUTH TPHYWHBI KOPPETHPOBAH-
HOTO Pa3BUTHS LEHTPAIBHBIX U TUIEBPAIBHBIX IIUTKOB B HOPME U IIPHU aHOMa-
nuun. Kak ObLIO TIOKa3aHO, EHTPAIBHBIE TIJIAKObI TOSBISOTCS MO3/IHEE TLIIEB-
panbHBIX MAPHBIMU (JICBBIM M IMPaBbIM) 3aUaTKaMH. B HOpMe UX TOJOXKEHUE B
palioHaX HEYETHBIX TYJIOBUITHBIX MHOCEIIT CTPOTO KOPPEIUPYET C TIOJT0KECHUEM
TIEBPAJIBHBIX TIJIAKOA, IPUYPOUYCHHBIX K YETHBIM CCIITAJIbHBIM IOTPYKCHUAM.
UepeccerMeHTHBIN MaXMaTHBIA TIOPSIOK PACIIONOKCHUS 00CYKIaeMBIX POTO-
BBIX 3a4aTKOB SIBII€TCS 0a30BBIM COCTOSHUEM (OINI03a, yHACIETOBAHHBIM CO-
BPEMCHHBIMM YepernaxaMu OT MpeAkoB. HecMoTpst HA TO, YTO 3TO COCTOSTHUE
HE ABJIACTCA a6COJ'IIOTHO yCTOﬁHHBLIM, HaMH YCTAHOBJICHO, YTO, KaK IIpaBUJIO,
B ClIy4ae aCI/IMMeTpH‘IHOﬁ 3aKJIaKU IJICBPAJIbHBIX IMWUTKOB JICBBIC W IIPABLIC
3a4aTKH HEHTPATBHBIX IIUTKOB Pa3BUBAIOTCS TOXKE ACHMMETPHUYHO, IPHYEM Ha
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Puc. 6. Cxema mocinenoBaTeIbHOCTH PAa3BUTHS HEHTPAIBHBIX U MJIEBPAJbHBIX IUTKOB Ka-
pamakca B HOpMaJIbHOM 3MOpuroreHese uepenax (Ha npumepe Testudo graeca): a — craaus 13—14,
6 — cramus 15, 6 — cragus 16, e-e — ctagus 17. O603HaueHUs cM. puc 3, 4.

Ka)XJI0l CTOPOHE Tella B COOTBETCTBHE C YKa3aHHBIM BBIIIC MIAXMAaTHBIM ITOPSI /-
KOM uepenoBaHus. Clie10BaTeIbHO, TOJI0KCHHE 3a4aTKOB IEHTPAIBHBIX ITUTKOB
OIpEEeIISIeTCS OJIOKEHUEM IIJIEBPAIIBHBIX, a AaXMaTHBIN TTOPSIIOK PACIIONOXKe-
HUS 9TUX SMHUIEPMAIBHBIX CTPYKTYP MOP(OreHeTHIeCKH (PUKCHPOBAH CTPOIKE,
4yeM uX OmiatepalibHas CHMMETpHs. B cuity aToro, pa3seneHHbIC Ha CETMEHT
ACHMMETPHYHO 3aJI0KCHHBIEC ApHBIE 3a4aTKU [IEHTPAJIBbHBIX TUIAKO] Yallle BCe-
ro HE CIIMBAIOTCS MO0 MEIUAJBHOW JMHHUH, & COXPaHSIOT CAMOCTOSITEIHLHOCTD,
00pa3ys B KOHEYHOM HTOT€ J[Ba PsAAa NIMTKOB IIEHTPAIBHON cepuu. Takum 00-
pa3oM, MOXKHO 3aKJIIOYHTh, YTO OCHOBHAS NPHYMHA HApPYLICHUS CHUMMETPHH
(donmao3a Kapamakca — 3TO 3aKJIajKa IUIEBPAIBHBIX IIUTKOB B OMIIATEPaIBLHO
HECOOTBETCTBYIOIIMX CETMEHTaxX Teja, BHI3BIBAIOIIAS B MOCIEACTBUE acHMMe-
TPHIO 3aKJIAAKH HEHTPAIbHBIX IIUTKOB. DTH HAPYLICHUS B Ie(DUHUTHBHOM CO-
CTOSIHUM TIPOSIBIISIIOTCSL KaK: aCHMMETPHSI KOHTpaJjaTepallbHbIX TJICBPaTbHBIX
IIMTKOB, M3MEHEHNE UX (POPMBI, Pa3MEPHBIX XapaKTEPUCTUK U YHCIIA; HATNIHE
OnarepasbHO ACHMMETPHYHBIX [IEHTPAIBHBIX IUTKOB, 00pa30BaHUE MX JIBOM-
HOT'O aCHMMETPUYHOTO psijia (puc. 7).

Cynsa no pesynbraTaMm MOpPQOreHETHYECKHX HCCICIOBAaHUH, LIMTKOBAHHUE
njaacTpoHa GOpMUPYETCs HE3aBUCHMO OT IIMTKOBaHHS Kapamakca. DTO TOJ-
TBEPKJAIOT U MHOT'OYHCIICHHBIC JaHHBIC [0 WHIWUBHUIYaTbHOW W3MEHUYHBOCTH

288



Puc. 7. HoBopoxaeHHBIe SK3eMILIIpH! Testudo graeca ¢ CAMMETPUYHBIM U aCHMMETPHU-
HBIM PacHoJIOKEHHEM LIEHTPAJIbHBIX U IIJIEBPAIbHBIX IINTKOB Kaparakca (d, 6, 0) 1 cCXeMaThye-
CKO€ N300pa)KeHUE ITUX BAPHAHTOB CTPOCHHSI C BEPOSITHBIM PACIIOJIOKEHUEM IMOPHUOHAIBHBIX
3a49aTKOB IUTKOB (IEHTPATBHEIX U IJIEBPAIBHBIX IUIAKO) IT0 CerMeHTaM Tena (0, 2, e): a, 6 — co-
cTostHue GOITN103a, COOTBETCTBYIOIEE HOPME; 8, 2 — a0EpPPAHTHOE COCTOSTHUE (O 1032 C TPeMs
IUICBPAJIbHBIMH LUTKAMH CJI€BA U JONOJHUTEIBHBIM LIEHTPAIbHBIM IIUTKOM; 0, € — abeppaHT-
HOE COCTOsIHME (DOTHI03a C aCHMMETpHEH IUICBPATbHBIX IUTKOB U ITAPHOCTHIO IUTKOB IICH-
TpasbHOTO psijia. [ToJ0KEeHHE TUIAKO/ TIOKA3aHO YePHBIMU KPY>KKaMH; TOJIOKEHUE MONEPeuHbIX
TYJIOBUIIHBIX MUOCEIT — IIYHKTHPOM; /-9 — OPSIIKOBbIE HOMEPa MHOCEIT.

(Newman, 1905; Zangerl, Johnson, 1957; Cordero-Rivero et al., 2008 u ap.). Bo-
MIEPBBIX, B IJIACTPOHE IIIUTKU MEHEE BapuaOeNIbHEI, YeM B Kaparnakce, U 4acToTa
BCTPEYAEMOCTH YKJIOHEHUH OT HOPMbI 3HAYUTEIBHO HUXKE. Bo-BTOPHIX, aHOMa-
JIMM B Kapalakce 4alle BCero He COIMPOBOXKIAFOTCS TEPATOJIOTMUCCKUMH U3Me-
HEHHSIMH B TUTACTPOHE. B-TpeThUx, MEXKy BapraOeIbHOCThIO Kaparakca U Ba-
pHAHTaMU CTPOCHHUS TMJIACTPOHA HE OOHAPYKUBAETCs Koppensuuu. BeposTHo,
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MEHBIIIAs CTENEeHb H3MEHUYNBOCTH IJIACTPAJIBHBIX IIUTKOB B CPABHEHHUH C Kapa-
MakcallbHBIMU CBsi3aHa ¢ OoJiee POCTOM opraHuzanueil Goinao3a OPIOIIHOTO
IIMTA ¥ MEHBIITUM YHCIIOM CJIATAIOIINX €0 POTOBBIX 2JIEMEHTOB (6 Tap IIUTKOB).

3AKJIIOYEHUE

@onn103 NaHUUPS Yeperax XapaKTepU3yeTCsl JBYMs IapaJOKCalbHbIMU
gepTaMu: (HEHOMECHATHHOW (DHUIIOTEHETHYCCKON CTAOMJIBHOCTBIO M IITHpOYaii-
el MHAMBHIYATbHOW U3MEHUHMBOCTHIO. YCTOWYUBOCTD NIMTKOBAHUS CBsI3aHA
¢ 0a3aJbHBIMU MeXaHH3MaMHU MopdoreHesa — MojAepKaHueM OuIaTepantbHOI
CHMMETPHUH U ISTCPMHUHAIMCH MTOJIOKSHHSI 3a4aTKOB IIUTKOB (IMHICPMaTbHBIX
IUTAKOJ) MEPBUYHOM cerMeHTalel Tena 3apopbiina. BapuabenbHocTh (omu-
7032 00yCJIOBJICHA HAIMYHEM B IIEHTPAJbHOM, MIEBPATbHON H IIACTPATBHOM
o0JIacTsAX MaHUPs CBOOOJIHBIX OT 3aYaTKOB IIMTKOB CETMEHTOB (CEMTaTbHBIX
yrayOneHuit), KOTOpPbIE MOTYT «3aMOJHATHCS» IKCTPAOPIAUHAPHBIMHU T1AKOIA-
MU JIa)Ke MPH HE3HAYMTENBHBIX HAPYIICHHSIX dMOpHoreHesa. tu abeppauuu
HUMCIOT BBICOKYIO HaCTOTY BCTPEHACMOCTH U, KaK IPAaBUJIO, IIPUBOAAT K aCUM-
METpUHN (i)onm[o:aa. HO-BI/IIII/IMOMY, OHU I'€CHCTUYCCKHN HC NCTCPMUHUPOBAHBI, HC
HACJICAYIOTCSl M HE BIMSIOT HA BEDKHBACMOCTh U XKU3HECTIOCOOHOCTh MHJINBH-
nyymoB. Mcxons u3 MOpQOreHeTHUCCKUX TaHHBIX, MPAKTHYECKH BECh CIEKTP
HU3MEHYHMBOCTH (HOTU03a MAHIUPS yepenax OOYCIOBJICH TAKMMH HapyIICHU-
SIMA YMOPHOHAJIBHOTO PAa3BUTHS KaK: aCHMMETPUYHAs 3aKJaJKa KOHTpasaTe-
PaNbHBIX SMUACPMAJIBHBIX IIJIAKOJ CO CIIBUTOM Ha CETMEHT HJIM OoJiee, 3aKIajIKa
JOIIOJITHUTCIIBHBIX IIJIAKOA B ((CBO60]1HBIX)) CCIITAJIbHBIX yFHYGJIeHI/ISIX, aTUIIn4-
HOE CIUSIHUE COCEHUX DIUJCPMATbHBIX TUIAKOJ, OTCYTCTBUE 3aKJIaJIKH PEry-
JISPHBIX AITHUJICPMATBHBIX MJIAKO B TUITMYHBIX CETMEHTAX.
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PATTERNS OF SCUTES DEVELOPMENT IN TURTLES SHELL:
SYMMETRY AND ASYMMETRY

G.O. Cherepanov

The mosaic of scutes (pholidosis) in turtle shells is characterized by two phenom-
enal features: phylogenetic stability of the general body plan and by wide individual
variability. The study of morphogenesis of turtles allowed finding an explanation for
this phenomenon. It was found that the scutes rudiments formed in embryogenesis as
local epidermal thickenings - placodes. It is shown that the position of placodes strictly
confined to certain parts of the body, and their foundation is realized in strict sequence.
In the carapace placodes are formed exclusively opposite trunk myoseptum - in septal
depressions of the embryo coatings, at the same time, marginal placodes are formed in
each septal depressions (i.e., segment by segment), other lateral line placodes are formed
through one such depression. Stability pattern of scute formation associated with the
basic mechanisms of morphogenesis, engaged the maintenance of bilateral symmetry
and determination of scutes rudiments position of the primary segmentation of the em-
bryo body. The presence of septal depressions (= segments) in turtle embryos that are
free from scutes rudiments in which with minor violations of embryogenesis can occur
additional placodes is the main cause of pholidosis variability. These aberrations have
a high frequency of occurrence and, as a rule, lead to asymmetry of the shell structure.

The main cases of turtle shell pholidosis symmetry breaking are caused by such
variations in ontogeny as asymmetric formation of epidermal placodes with shift to one
side of the body segment or more, the formation of additional placodes in the “free” sep-
tal depressions, atypical fusion of neighboring epidermal placodes, lacking of formation
of regular epidermal placodes in typical body segments.

Keywords: turtle shell, scutes, morphogenesis, anomalies of the pholidosis.
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Mopghozenes 6 uHOUBUOYATLHOM U UCTIOPULECKOM PA3BUINUL. CUMMEMPUSL U ACUMMeEMPUsL
Cepus «l'eo-6uonoeuueckue cucmemvi 8 npownom». M.: IMH PAH, 2013. C. 293-303
http://'www.paleo.ru/institute/publications/geo/

OYHKIHUOHAJIBHASA ACUMMETPHUSA OJHOI'O U3 TUIIOB
HEWPOHOB CETYATKH IIPY BUIUMOM CUMMETPUHA
ET'O MOP®OJIOI'MHN

E.M. MakcumoBa
Hucmumym npobnem nepedauu ungpopmayuu um. A.A. Xapxesuua PAH, Mocksa
maximova(@iitp.ru

JupeknnoHaabHO M30MpaTeNbHble HEHPOHBI CYNIECTBYIOT Ha pa3HBIX
9Ta)kaX 3PUTEIBHON CHCTEMBI Y Pa3HBIX MO3BOHOYHBIX M OECIIO3BOHOY-
HBIX JKUBOTHBIX. Takue KJIETKH, KaK BHJHO M3 Ha3BaHUS, MO-PA3HOMY
(acCMMMETPHYHO) pearnpyroT Ha pa3sHOOOpPa3HbIEC IBUKYIIUECS 3PUTEIIb-
HBIE CTUMYJIBI B 3aBUCMOCTH OT HaIpaBJICHNS UX ABHXKeHUs. KoHTpact-
HBIE TPAHUIIBI, TIOJIOCKH, TISITHA JIIOOBIX Pa3MEpPOB, IBIDKYIIHECS B TIPE/-
MOYTHTEIHHOM HAIPaBJICHUH, BBI3BIBAIOT MOIIHBIA MMITYJIbCHBIH Pa3psig
HEHPOHA, HO TE€ K€ CaMble CTUMYJIBI, IBHKYIIUECS B TPOTHBOIOIOKHOM,
«HYJb»-HaIPaBJICHNH, HE BBI3bIBAIOT HUKAKOM peakunu. MIHbIMU clioBa-
MU, TaKHe HEHPOHBI YMEIOT BEIUNCIATH HAIIPABICHNUE JABHKCHUS CTUMY-
J1a, YTO MOXKET OBITH MCIIOJIB30BAaHO B pa3HBIX (OpPMax 3pUTEIBHO 00Y-
CJIOBJICHHOT'O TIOBE/ICHHMSL.

JUPEKIITMOHAJIBHO N3BHPATEJIbHBIE
T'AHI'JTIMO3HBIE KJIETKM CETHATKHA

B ceTuaTke MpoOMCXOANT CyIIecTBEHHAs 00paboTKa H300paXKeHUs BHEIIHE-
ro MHpa, MPOEeLUPYEMOro ONTUKON I1a3a Ha (JOTOPELENTOPHYIO TOBEPXHOCTb.
Beixognble HelpoHBI ceTyaTku — ranrnuo3nbie kiaeTku (I'K) pasusix mopdo-
(U3NOIOrnYecKrX TUTIOB (KOTOPBIX O0Jiee ABYX JECATKOB) MOCHUIAIOT KaXKIbIH
CBOM ONHCaHUs U300paKeHHsI B pa3Hble 3pUTENIbHBIC TIeHTpbl Mo3ra (Roska,
Werblin, 2001; Marc, Jones, 2002; Rockhill et al., 2002; Sun et al., 2002; Kong et
al., 2005; Masland, 2012).

Kaxnas 'K obpabarsiBaeT HEOONBIIYIO YacTh M300pakeHUs, B Ipeaeax
cBoero penentuBHoro nons (PII) — obnactu peuentopHON MOBEpXHOCTH (OT
SIMHUIL IO COTEH PEENTOPOB), C KOTOPOI OHA CBsI3aHa uepe3 OUIOISAPHI, TOPH-
30HTaJIBHBIC KJIETKH ¥ aMaKpHHOBBIE KJIeTKH. Ha kakue nmpusHaku n3o0paxe-
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Puc. 1. Peakuust AMpEeKIIMOHATIBHO U30UPATENIBbHOM TaHTTIMO3HOM KIETKH CeTYaTKH Kapacs
Ha CTHMYIJI, JBIDKYIIMHCS depe3 ee PEeLeNTHBHOE IoJie (PerucTpalusi OT aKCOHATIBHBIX OKOH-
YaHWH B TEKTYyMe): @ — CTUMYJI ABXKETCS B MPEATNOYTUTEIBHOM Kay10-POCTPANIBbHOM HaIpaBlie-
HUM; O — OTCYTCTBHE PEaKLUH MPH JBHIKEHUH CTUMYJIa B POCTPO KayaaJibHOM, O0-HarpaBlIeHUH;
CTpeJIKaMM YKa3aHO HalpaBJIeHUE ABMIKCHUE CTUMYJIA OTHOCHTEIBHO PBHIOBL.

HHUS — pa3Mep CTUMYJIa, 3HaK KOHTPacTa, [[BET, HANIPaBJICHUE W CKOPOCTH JBH-
skeHns U T. 1. — 'K «oOpamaet BHUMaHHE» (XapakTep 00paboTKH H300paskeHU )
oIpezenseTcs ee Cnenu(puuecKuMI CUHANITUYECKUMU CBSI3IMH C HEHPOHAMHU
NpeAbIIyIuX dTaxew, T. €. ycrpoiictBoMm ee PII (puc. 1). [lepenaua curnasnos
oumnonsipos (10 THIOB) M CUTHAJIOB Pa3HOOOPA3HBIX aMAaKPUHOBBIX KJIETOK (00-
nee 20 tunoB) Ha AeHApUTH ['K mpoucxoauT BO BHYTPEHHEM CHHANTHYECKOM
cioe (BCC), B pa3HBIX €T0 cTpaTax, MIOCPEACTBOM Pa3HBIX HEHPOMETHATOPHBIX
Mexann3moB (Marc, 1986; Masland, 2001; MakcumoBa, 2008).

B ceTyaTke MiekonuTaromux (KpOIUKOB, MBIIIEH) OMMCaHO YeThIpe (u-
3MOJIOTHYECKUX THUMA JHPEKIHOHAIBHO M30UpaTEIbHBIX TAHTIUO3HBIX KIe-
tok (JAUI'K), mpenmouuTaromx TeMIOpo-Ha3albHOE, TOP30-BEHTPAILHOE,
BEHTPO-A0P3aJIbHOC MU HA30-TEMIIOPATHLHOE HAIPABJICHUS ABHKCHUS CTH-
MYJIOB. DTO Tak Ha3piBaeMble «ObIcTphie» JIWI'K, pabGoTaromue B mupokom
JMara3zoHe CKopocTel nBmkeHus ctumylioB (Barlow, Levick, 1965; Vaney,
1994; Weng et al., 2005). HenaBHO Ipy MOMOIIY T€HETUUECKUX METOJIOB y/1a-
noch yBuneTh emie Tpu HoBbIX THna JJUT'K B ceTuarke mbimu (Rivlin-Etzion
et al., 2011).

VY pw10, yepenax u snoHckux nepenenos MK Beraensior Tpu Hampasie-
HUS: TEMIIOPO-HA3aILHOE U JBA JAPYTUX, OTCTOSAMUX OT Hero Ha 120° (puc. 2)
(MakcumoB B., Makcumona E., Maximov I1., 2005; Maximov V., Maximova E.,
Maximov P., 2005); Bowling, 1980; Jacobson, Gaze, 1964; Uchiyama, Kanaya,
Sonohata, 2000).

Kpome «ObicTpix» JAUI'K y KMBOTHBIX-IIPEACTABUTENEH BCEX KPYIHBIX
TaKCOHOB €CTh T.H. «MeiieHHbie»y JIUTK, paboTtaromue B auamna3oHe Maybix
cKopocTei nBukeHus cTuMmylsioB. Measennsie I I'K nogpasaensitorcsa Ha Tpu
TPYIIITBI IO OTHOMY U3 TPeX MPEANOUYTUTEIFHBIX HATTPABICHUH TBHIKESHUS CTH-
MYJIOB, OTJIMYAIOIIUXCS IPYT OT Apyra Ha 120° cooOpa3HO MIOCKOCTSM IOITY-
KpyxHbIX KaHaloB (Barlow et al., 1964; Giolli, Blanks, 2005; Sun et al., 2006;
Yonehara et al., 2008).
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Puc. 2. T'ucTorpaMmsl pacrpeaeneHns MpeAnouTHTEIbHbIX HAallPaBICHUH TUPEKIIMOHAIBHO
N30MpaTeTbHBIX KJIETOK CEeTUaTKH: @ — Kponuka (o bapioy u np., 1964), 6 — xapacst (coocTBeH-
HBIC JaHHbIC) B MOJISIPHBIX KOOPAMHATAX; HUPpaMHU B CKOOKAaX yKa3aHO KOJMYECTBO KJICTOK C
JAHHBIM IPEIIOYTHTEIIbHBIM HAIIPaBJICHUEM.

B paszupix maboparopusx mupa B TedeHue 50 net, HaunHasg ¢ 1965 T., Korma
BriepBbie OblTH omucaHbl JIMT'K B cetuarke kponmka (Barlow, Levick, 1965),
Pa3HBIMH CNIOCOOAMH TBITATHICH BEISICHUTh MEXaHU3M T'€HEepaIllii aCHMMETPHY-
Hoii peakunu UK.

B nepByio ouepens npuuuny acummerpun peaknuu JMI'K nertanucs
uckath B (OpME HUX JCHIPUTOB, MOCKOJIBKY (PU3MOJIOIHYSCKHE CBOHCTBA
TaHTJIMO3HBIX KJIETOK BO MHOTOM OIPEIENSIOTCA MOpQOoIoTHell AeHAPHUTOB:
YpOBHEM CTpaTHPUKAIUN, pa3MepoM U (OpPMOH MEHIPUTHOTO JepeBa, Xa-
paKTepoM ero BETBJICHUS, KaOeIbHBIMU CBOiicTBaMU. OIHAKO, BCE YETHIPE
THHA «OBICTPBIX» JUPEKIIMOHAIOB KPOJHUKA (2 TaKXKe JPYTUX HCCIEI0BaH-
HBIX JKUBOTHBIX), UMCIOLUE Pa3HbIC NPEANOUYTUTEIbHBIC HANpPaBICHUS, OY-
Jy4d OKpallIeHbl BHYTPHKJIECTOYHO, OKA3aJUCh COBEPIICHHO OJUHAKOBBI IO
CTPOEHHUIO KPOHBI JeHApUTOB*. CHMMETpHUYHBIC, OTHOCHTEIBHO TElla KJIeT-
KU, «KKpY>KeBHBIe» NeHAPUTHI «ObICTphiX» I NUI'K mmocko BeTBITCS B ABYX y3-
kux crparax BCC, riae oHM KOCTpaTHPUIIUPOBAHBI C TIEKCYCaMU OTPOCTKOB
on- u off-monynsauuii 3Be3nuaThix (starburst) amakpuHoBbsix kietok (He, Jin,
Masland, 1999; Kittila, Massey, 1997; Dong et al., 2004; MakcumoBa, Jle-
BUYKHHA, YTuHA, 2006; O’Malley, Sandell, Masland, 1992; Lee, Kim, Zhou,
2010). IToyst OTPOCTKOB 3BE3AYATHIX aMaKPHHOBBIX KJIETOK TOKE CHMMETPHU-
HBl OTHOCUTEIBHO Teja KJIETKH U MO0 pa3MepaM MPaKTHYECKH COBMAJAIOT C
neaaputHbeiMu nosisimu JIUTK (Famiglietti, 1992; Dong et al., 2004; Masland,
Mills, Hayden, 1984).
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VY pasHBIX HCCIIETOBaHHBIX KU-
BOTHBIX MOP(HOIIOTHS 3THUX HEHpo-
HOB onmuHakoBa (puc. 3). Tmarens-
Hasi MopdomeTpus JAEHAPHUTHBIX
BETBJICHUH, TOJCYET MEPBUYHBIX,
BTOPUYHBIX M TPETUYHBIX OTPOCT-
KOB JCHIPHUTA B Pa3HbIX ydacTKax
JEHIPUTHOTO TIONS HE BBISBIIIH
HUKAaKHX Pa3NUuuil (KOppensuuii)
OTHOCHUTENIFHO MPEINOYTUTEIBHOTO
u (O-HampaBiieHHS B PELENTHBHOM
nosie JINT'K. Dta mopdonornyeckas
CUMMETpHSI 3aBOpaKMBAJIa U CTaBH-
na B Tynuk (Chen, Chiao, 2008).

DapMaKoIOrH4eCKUMU  METO/Ia-

Puc. 3. JlenaputHoe JepeBO MPEANONO- Ny 1oka3aHO, YTO ACHMMETPHS Peak-
JKUTECJIBbHO OUPEKIHOHAJIBHO I/I36I/IpaTeJ'II)HOI/I
TaHTJIN03HON KICTKH CETYATKH Kapacs € Xapak- HHEI ’Z[I/IFK N TOPMO)KeHHe HMHyJII)C-
TEPHOH, CUMMETPUYHONH OTHOCUTEIBHO Teja HOU pCaKI MU IIpH IBHKCHUNU CTUMY-

KIJICTKH, <(pr)KeBHOﬁ» CprKTypOﬁ. OKpaCKa jJa B O-HaHpaBJIeHI/II/I 7ocy]_ueCTBH;{-

Dil co cpe3sa 3purenbHOro Hepsa. M3o0pakenue o o
P P P P . C€TCA ’Y-aMI/IHOMaCHHHOI/I KHUCJIIOTOU
MHBEPTUPOBAHO 110 3HAKY KOHTpacTa (mo: Mak-

cuMoBa 1 ap., 2006). (FAMK) (He et al., 1999). IIpuuem
I'AMK BobigenseTcss U3 BapuUKO30B
JIEHJIPUTOB UMEHHO 3B€314aThIX aMma-
kpunaamoB (Yoshida et al., 2001).

[Ipu metu-kssmm orBeneHuy ot JIMI'K Op110 MOKa3aHO0, 9TO aCHMMETPUYHA
UMeHHO umiyibcHas BeixonHas peakuus. 1 BIICII u TIICII npucyTcTBy1oT B
KJIETKE MPU ABUKEHUH CTUMYJIOB U B IPEANOYTUTENBHOM, U B 0-HampaBlIeHUH.
B nepBom cityuae — BIICII 6onbmie TIICII, u umMnynbcHast peakius BOSHUKACT,
a Bo BTopoM — TIICII 6onbmie BIICII, u mopor reHepamnuy UMITYJIbCOB HE JI0-
cruraetcs (Fried, Mu'nch, Werblin, 2002).

IIpn momomy NOTEHIMAI3aBUCHMBIX KPAacOK — MeTOX (yHKLMOHAJIBHOI'O
KaJIbLINEBOr0 MMaKMHI'a — OBLJIO IOKA3aHO, YTO aCUMMETPUs BO30Y K ICHHUS B CET-
YaTKe MOSIBIISICTCS BIICPBBIC B 3BE314aThIX aMaKpHUHOBBIX KJeTKax. Bo3OyxneHnue
pa3BUBAETCA OT TeJla KJIETKU HEHTPU(YTaJIbHO B OMHOM U3 CEKTOPOB ACHAPUTHOTO
JepeBa, He 3aTparuBast octanbHylo Kpony (Euler, Detwiler, Denk, 2002).

OcTaercss HETOHATHO, KaKUM 00pa3oM 3TO aCHMMETPHUYHOE BO30YKJICHHE
aMaKpUHOB, B pe3yiibTare KoToporo Beiaensercs [AMK, uzduparensHo miepena-
etcst Ha neHaApuTHl pasHeix TumnoB JJUI'K. Bompoc ocrnoxHseTcst AByMs 00CTOS-
TEJICTBAMH: 1) IOJISI OTPOCTKOB 3BE314aTHIX aMaKPHHOBBIX KJIETOK CHIIBHO IIepe-
KpBIBAaIOTCsI, 2) OTPOCTKH 3BE3A4aThIX aMakpuHoB U AeHaputoB JUI'K ¢ pasnsl-
MU TPEINOYTUTEBHBIMHI HAIPABICHUSMH HE TOJIBKO KOCTPATH(OUIIMPOBAHBI, HO
u kodacuukyauposanbl (Dong et al., 2004; Famiglietti, 1992; Vaney, 1994).
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Haxkonen, npuMeHeHHe HOBOIO MOAXOAAa — KOMOMHHUPOBaHUE IBYX(OTOH-
HOTO (PYHKITMOHAJIEHOTO KajbIiueBoro uMmdmkuHra 1 SBEM (serial block-face
electrone microscopy) NpUBEJIO K MOHUMAHUIO MEXaHU3Ma aCUMMETPUHU peak-
uun «opicTpeix» UK (Briggman, Helmstaedter, Denk, 2011).

Ha yuacTke xuBo# ceTuaTku Mbiuu pazmepom 300x300 MxM ObLIO BU3ya-
JIM3UPOBAHO METOJIOM KaJIBI[MEBOT0 MMa/KMHTA 25 3BE314aThIX aMaKpHUHOBBIX
kietok u 25 JIMI'K. Tlocnename ObUTH TIpEACTaBICHBI YETHIPHMS TPYIIIIAMH,
C IPEANOYTEHUEM K OZHOMY M3 YETBIPEX HAIpPABJICHUN JBUKEHHS CTUMYJIOB,
ycnoBHO HasBaHHbIME ceBepHBIM (6 JIUI'K), Boctounsm (8 JIUI'K), roxHBIM
(7 AUT'K) u 3anagaeim (4 AUTK). Tlo nanaeiv SBEM 0Oblmu peKoHCTpyHUpO-
BaHBI «CKeJIETh» 3THX 25 3Be3auaThiXx amakpuHoB u 25 IUI'K. beutn pacemo-
TpeHbl KOHTaKTHl Mexy oTpocTkamMu 6 JIUI'K u 25 amMakprHOBBIX KIJIETOK.
N3 9260 kKOHTaKTOB OTPOCTKOB aMakpuHOBBIX U 'K 831 ObutM mpU3HAHBI CH-
Hancamu. KapTupoBaHue MOJNOKEHUS 3THX TOPMO3HBIX CHHAIICOB Ha y49acTKax
neraputos [JMI'K ¢ pa3HbIMU NpeANIOYTUTENBHBIMU HAPABIECHUIMH O3BOJIH-
Jla YBUJAETHh 3HAUUTEJIBHYI0 aCHMMETPHUIO B KOJUYECTBE CHHANTUYECKUX KOH-
TakTOB Ha JeHApUTax. OHU B OCHOBHOM KJIAaCTEpU30BAJIUCh BAOIbL (-Hampas-
nennst JIUT'K. Hanpumep, opreHTHpPOBaHHBIE HA CEBEP BETOUKM JICHIIPUTOB
Bcex 25 aMaKpHUHOB O0pPa30BbIBAJIN CHHAITHYECKNE KOHTAKTHI INIABHBIM 00pa-
30M Ha BeTouykax JAeHApuToB pasHbiX JMI'K, opueHTHpOBaHHBIX B IOKHOM
npeanoututensHoM HampasiaeHud. Kaxnpas JJMI'K opranusyroT cBoto nupex-
LUOHAIBHYI0 U30MpATENbHOCTh, COOMpas B OCHOBHOM TE€ BXOJBI 3BE3AYaTBIX
aMaKpHHOB, KOTOpBIC TIOJIABJISIOT ee BO30ykIeHue B 0-HampaBlIeHUHU, TO €CTh
C BETOYEK, OPHEHTHPOBAHHBIX BAOJIH O-HAMPBIEHUA. DTO MOATBEPKAAET UJIETO,
YTO pacHoJOXKEeHHbIE B (-HapaBICHHH BXOJbI 3BE€31UaThIX aMaKpHHOB IOJa-
BJISIFOT BOBHUKHOBEHUE ACHAPUTHBIX cnaiikoB JMI'K npu aBukeHun cTuMysa
B 0-HampaBieHuU.

O06 n30HMpaTeNbHOM «HAMAMBaHUI» TOPMO3HBIX CHHAIICOB B OIPEIEICHHOM
y4acTKe JEHJPUTA TUPEKLIHOHAJIA CBUICTENBCTBYIOT U PE3yJIbTaThl OMBITOB C
OJIHOBPEMEHHOM perucTpaiueil peakuuii OT nap raHriIMo3Has — aMaKpuHOBAs
3Be3muaTas KJICTKHU (Bcero 25 map), HaXOMSAIIUXCs APYT OT IpyTa Ha paccTosi-
HUM «BBITSIHYTOH pyKm»-neHaputa. TopmosHoe Biusinue TAMK Ha peakuuro
JUT'K, BbI3BaHHOE SJEKTPUUYECKON CTUMYISLIUEH 3BE3A4YATOH aMaKpUHOBOMN
KJIETKH, ObIJI0 HAaMOONBIIMM B TEX Mapax, KOrja aMaKpHUHOBBIE KJIETKU OBLIH
pacnonoxensl B 0-Hanpasienun J{MI'K. TopMmo3HOoe BiausiHME OTCYTCTBOBAJIO,
KOTJ]a aMaKpPHUHOBBIE KJIETKHW HAaXOAMJIACh B MPEANOYTUTEIHFHOM HaIlpaBICHUH
ot JINT'K, 1 Ob1710 HE3HAYUTEIBHBIM TP IIPOMEKYTOUHOM B3aMHOM PacIIofio-
»kernn (Lee, Kim, Zhou, 2010).

B snexTpodu3nonornueckux oneiTax Ha phidax MpU MCCICIOBAaHUH B3aUMOJICH-
ctBus cTumyJoB B nipeaenax PI1 JIMT'K, n30uparenbHbIX K TpeM pa3HbIM Halpasiie-
HUSIM JIBHKEHHSI CTUMYJIOB, 30Ha TOPMO3HOTO B3aMMOJIEUCTBHS BBISBIIANIACK C «HYJIe-
BOIT» CTOPOHBI MX perienTuBHOro moist (Damjanovié, Maximova, Maximov V., 2009).
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Kpome kiaccudyeckux «ObICTPBIX» IUPEKIIMOHAIOB ¢ OIMMCAHHBIMU CBOM-
cTBamu, npoenupytomuxcs B TO, y MJICKOMHUTAIONINX, PbI0 M uyepenax, Kak
TOBOPHUJIOCH BBIIIIE, CYNIECTBYIOT «MEIJICHHBIC» AUPEKIIMOHAIIBI, TPOCIHPYIO-
uecs B siapa 100aBOYHOM 3puTenbHON crcTeMbl. Cyast Mo MOP(HOIOTHUECKUM,
UMMYHOXUMUYECKHUM M (papMaKoIorndeckuM Kputepusim, ux PII ycrpoeHs
cxonHbIM o0pa3om (He, Masland, 1998; Famiglietti, 1992; Dong et al., 2004).

l'eneTnueckne mccienoBaHus Tokaszanw, 9To «OpicTphiey JIUITK, momumo
KJIACCMYECKHUX, ¢ CUMMETPHUYHBIMM KPOHAMH JICHAPHTOB, BKIIOYAIOT B ceOs
JUTK ¢ acuMMETPpUYIHBIMU KPOHAMHU JCHAPUTOR, MIPUUYCM MPEANOUTUTEIBLHOS
HATPABJICHNE COBMAACT C BEKTOPOM HAIIPABIICHUSI BETBJICHUS KPOHBI ICHIPHUTA.
Bo Bcem octanbHOM OHU cxonHBbI ¢ kiaccuueckumH (Rivlin-Etzion et al., 2011).

PA3BUTHUE JIUPEKIIMOHA JIBHOM U3BUPATEJILBHOCTU

B pesynbraTe TUTaHMYECKOW IOBEJMPHON pabOTHI HakOHEl Obl1a OOHa-
pykeHa mopdonornyeckasi ocHOBa (yHKIHUOHAIBHON acuMMmeTpuu. Kaxabiii
noatun JJMI'K oTBewaeT Ha ABMKEHHE BIOJb OJHOHN U3 4 Oocell 3pUTEIBHOM
nojie, Omarofaps €IMHCTBEHHOMY THIy CHHANTHYECKUX BXOJOB, KOTOPBIN
OH noiy4aeT. YToObl JOCTHYb TAKOM 3aMedaTeIbHOl CTENCH! HallauBaHUs CH-
HaIITHYeCKUX KOHTAKTOB (Wiring specificity) Baenrne nuaentuunsie JMI'K Be-
POSATHO pa3nu4Hbl Ha MoJIeKyJsipHOM ypoBHe (Kay et al., 2011). Onnako Bcraer
BOIIPOC, KaK B Mpolecce pa3BUTHs oOecrieunBaeTcsi H30MpaTeabHOCTh CHHAI-
THYECKUX KOHTAKTOB y4acTKOB OJMHAKOBO HAINPABJIEHHBIX OTPOCTKOB MHOTHUX
3BE3IYaTHIX aMaKPHHOBBIX KJIETOK C KOHTpHApaJJIeTbHBIMU y4acTKaMH JI€H-
nputoB JIUT'K?

[Ipu ycTaHOBIGHMM H30MpATEIBbHBIX KOHTAKTOB YYacTKOB JACHIPHUTOB
3BE344aThIX aMAKPUHOB ¢ AeHApUTHBIMH yuacTkamu JJUT'K e MmoryT ObITh Hc-
10JI30BaHbI TAKUE KITIOUYH KaK YPOBEHb BETBIIEHUSI OTPOCTKOB JACHIPUTOB, TaK
kak JJUT'K ¢ pa3HbIMU IpeqnodYTeHUsIMU KOCTpaTuGuuupoBanbl 1 Kohaciu-
KyJIMIPOBAHBI; HE MOXKET OBITH UCIOJIB30BAHO M HEHPOMEIMATOPHOE CPOACTBO
WU TOJBKO KJETOYHAast (eHoTHHMYeckas uaeHTuukauus. [lomkHa Kak-TO
YUYHUTBIBATHCSl B3aWMHAs ACHIAPUTHAS T'€OMETPUS aMaKpPUHOBBIX W TaHTJIMO3-
HBIX KJIETOK.

JIeHIpUTHl TaHTIIMO3HBIX KJIETOK CETYaTKM Pa3HbIX THUIIOB B MPOLECCE OH-
TOreHe3a BeNyT ceOs Mo-pasHoMy. Y OJHUX — M3HA4YaJIbHO NU(QY3HBIN IeH-
IpUT, BeTBsUICA BO Beel Tonme BCC, mocTeneHHo mo Xoay pa3BUTHUS CTpa-
tudumupyercs (Coombs, Vav Der List, Chapula, 2007). U3menerue ero ¢opmMbl
IIPOUCXOAMT I10J] BIMSHUEM aLETHUIXOJIMHOBBIX BOJH B CETYATKE, 3aBUCUT OT
panHero 3putenbHOro ombita. Stacy, Wong, 2003). YV apyrux — B TOM 4HCIe y
JUPEKIIMOHAIBHO N30MPaTEIbHbIX TAaHTITMO3HBIX KIETOK — KaK «OBICTPBIX», TAK
U «MEJJICHHBIX», ICHAPUTHI (POPMHUPYIOTCSI B CBOEM OKOHYATEIILHOM BUE PaHO,
K MOMEHTY BO3HUKHOBEHUS CBETOUYBCTBUTEIBHOCTH, U HE U3MEHSIOTCS B MIPO-
necce pa3Butus. He m3amensoTes u ux akcoHaiapHbIe mpoexnnn B TO. dupexiu-

298



OHHasl N30MPaTEeNTbHOCTH HE 3aBUCHT HU OT AX BOJIH B C€TYaTKe, HU OT PaHHETO
3pUTEITBHOTO OMBITA, & IEIMKOM OMPEesIeTCS TeHETUUECKUMH TTPOTpaMMaMHU
(Elstrott et al., 2008; Chen et al., 2009; Sun, Han, He, 2011).

ONTOKMHETUYECKUN U ONTOMOTOPHBIA PeQIIEKChl Y MBIIICH, CBSI3aHHBIC C
JICSITEIIBHOCTBIO KaK OBICTPBIX, Tak ¥ MeieHHbIX IV 'K, Bo3HMKAIOT B OHTOTe-
HE3¢ K MOMEHTY IPOpe3aHus IJia3, COXPaHIOTCSA IPU TEMHOBOM COJICPIKaHHH
(Yonehara et al., 2008).

Y ManbkoB naHuo (akBapuyMmHas peioka Danio rerio L.) Ha 5-7 nenp mocie
OTLIIOJIOTBOPEHHSI UKPUHOK YK€ BBIPAXKECHBI U ONTO-KWHETUUYECKUW U OIMTOMO-
TopHbIi pedekcel (Portugues, Engert, 2009).

VY 6-1HEBHOM PHIOKU JJAHWUO TIPH TIOMOIIA TPAHCTCHHOTO MapKepa KallbIUsI
(Cat+) mokazano, uto B TO y’ke CymecTBYIOT YHOPSJOYCHHBIC TPOCKITNHU aKCO-
HabpHBIX TepMuHaiIeH JIUI'K Tpex THIoOB (110 MpenrmoYTUTEILHOMY HalpaBiie-
auto (Nikolaou et al., 2012).

Peaxun JIUT'K, perucrpupyembie 37eKTPOPHU3HOIOIHUECKH, OT UX aKCO-
HaJbHBIX TepMuHajel B TO y B3pOCIIBIX PhIO pa3HBIX BHJIOB H3YUSHHBI TOAPOOHO
(V. Maximov, Maximova, P. Maximov, 2005; MakcumoB B.B., Makcumora E.M.,
Maxkcumos I1.B., 2007; Damjanovic et al., 2012). I'eneTrueckue (Mopdonoruye-
CKYe) JaHHbIE, MOTy4YeHHbIe Ha 6-THEBHBIX MallbKaX, U AIEKTPo(HU3noIornde-
CKHe JJaHHBIE Ha B3POCIBIX PhI0aX CBUJIETEIBCTBYIOT O HEM3MEHHOCTH TTPOSKIINN
JWI'K 1 o KoaTu4eCTBEHHOMY COOTHOIIICHHUIO OTJCNIbHBIX TUIIOB TIO MTPEAIIOYTH-
TEIbHBIM HAIPABIICHUSIM, U TI0 OTHOCUTEJIBHOM TTTyOWHE PErUCTPAIK PEaKIUH,
30U PATETBHBIX K OJTHOMY M3 TPEX HAIIPABJICHUH JIBIKCHUS CTUMYJIOB.

NHCcTpyMEHTOM H30HUpaTENBHOCTH CBSI3€H KIJIETOK Pa3HbIX ITaXeH 3pUTeb-
HOM CHCTEMBbI M MPOCTPAHCTBEHHOW OpraHU3alluy JIEHJIPUTHBIX TOJICH SIBIIS-
I0TCS aJre3uBHBIE MOJICKYJbI, Takue kKak JAM-B, Dasm-1, Dscam, Sidekick-1,
Sidekick-2, SPIG 1, akcripeccupyromnyecs Ha OIpe/IeIeHHBIX dTarnax 3MOpHore-
He3a Ha MeMOpaHax KJIeTOK ceTdyarku (Yamagata et al., 2006; Yamagata, Sanes,
2008; Yonehara et al., 2008; Fuerst et al., 2008; MakcumoBsa, 2009).
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FUNCTIONAL ASYMMETRY OF ONE OF THE TYPES OF RETINA NEU-
RONS DURING ITS VISIBLE MORPHOLOGICAL SYMMETRY

E.M. Maksimova

Direction-selective neurons exists at different levels of the visual system in different
vertebrate and invertebrate animals According to its name, such cells react differently
(asymmetrically) to different moving incentives depending on their direction. Contrast
borders, stripes, spots, which are moving in preferring direction, cause powerful im-
pulse discharge of the neuron, but the same incentives moving in opposite direction,
cause no reaction. So, these neurons are able to recognize the direction of an incentive
movement. This may be used in different forms of visual-based behavior.
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Mopdghocenes 6 uHOUBUOYATLHOM U UCTIOPUYECKOM PA3BUMUN: CUMMEMPUS U ACUMMEMPUSL
Cepus «l'eo-6uonocuueckue cucmemsvi 8 npownomy». M.: IHH PAH, 2013. C. 304-319
http://'www.paleo.ru/institute/publications/geo/

MPEOBPA3OBAHUSI CHAMMETPUU B MOP®OTEHE3E
COOBIIECTB HUTYATBIX IUAHOBAKTEPHI1 (PROKARYOTA)
U KYJBTUBUPYEMBIX KJIETOK HEKOTOPBIX METAZOA
(EUKARYOTA)

B.B. Ucaesa'?, E.JI. Cymuna3, I.JI. Cymun*

'Unemumym npobrem sxonocuu u ssomoyuu um. A.H. Cesepyosa PAH, Mocksa
2Uncmumym 6uonozuu mops um. A.B. Kupmyncrozeo /{BO PAH, Bradusocmox
3Mockosckuii 2ocyoapemeenniil ynusepcumem um. M.B. Jlomonocosa, I'eonoeuueckuii gh-m
*CAHHUIIODB, vv_isaeva@mail.ru

AHaIU3UPYIOTCST Pe3yJIbTaThl HAOJIOICHUH M SKCICPUMEHTOB, IPO-
BEJICHHBIX HA HHUTYATHIX IMaHoOakTepusix Oscillatoria terebriformis u
Microcoleus chthonoplastes, 1 KyJbTHBHPYEMBIX KJETKaX HEKOTOPBIX
MHOTOKJICTOUHBIX KHBOTHBIX. CoolmiecTBa nuaHoOGakTepuit (HopMu-
PYIOT COCTOSIIIIE U3 MHOXXECTBA HUTEH IUICHKH, TSKHM, MHOIOJYYEBbIC
arperatbl W MOJHMIOHANbHBIC ceTH. KynbTHBHpyeMble BHE OpraHu3ma
MHOTCHHBIC KJICTKHA KYPHHOTO 3apObIa, TeMOIMTHI MOJLIFOCKA, 1IEJI0-
MOIIMTBI MOPCKOHM 3BE3JIbl, KaK M KJICTKH Ipyrux Metazoa, mposBISIIOT
KOOPIMHUPOBAHHOE MOBEJCHHE U GOPMHUPYIOT YOS IOUCHHBIC aHCaMO-
au. Utak, mpu CyNIECTBEHHBIX PA3IHUUAX OHONOrHYSCKUX MEXaHHU3MOB
HOIBH)KHOCTH M MEXKKIJICTOUHBIX B3aMMOJCHCTBHI M HHAHOOAKTEPHH
(Prokaryota), u xyneruBupyemsbie kietkn Metazoa (Eukaryota) crioco0-
HBI K COLIMATBHOMY IMOBEICHUIO U (DOPMUPOBAHUIO YIIOPSIIOYECHHBIX CO-
00IIECTB ¢ BOBHMKHOBEHHEM ITOBOPOTHO#, CIIMPAIbHON U TPAHCIISIIINOH-
HOW CUMMETPHUH.

BBEJEHUE

Kak m3BecTHO, MPUHATO BBIICIICHHE TPEX KPYIMHEHIINX JOMEHOB YKHBOTO
mupa: Archaea, Bacteria u Eukarya (Eukaryota), 1 nepBbie 1Ba gomMeHa mnpen-
cTaBieHbl npokapuoTnueckumu kietkamu (Muller et al., 2010; Wassenaar,
2012). YnopsiioueHHbIE MaTTEPHBI MPOCTPAHCTBEHHOI'O paclpe/esieHus Kie-
TOK HaOIronmaroTcsl y npeacraButeneill kak Prokaryota, tak u Eukaryota. Ha-
IprUMep, HEKOTOpPBIC apXeH, B YaCTHOCTH, /1BAa BHOBb ONMCAaHHBIX BHJA poja
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Giganthauma, MoryT (popMUpOBaTE JUIMHHEIE, 70 30 MM, (HUITaMEHTHI, KOTOPBIC
y G. karukerense acconuupoBaHbl ¢ OakTepuanbHbIMU KieTkamu (Muller et
al., 2010). MccnenoBansl pa3sHOOOpa3HbIE IPOCTPAHCTBEHHBIC NATTEPHBI OAKTE-
puanbHbix KonoHui. [IpeacraButenu Bacteria ciocoOHBI K CO31aHUI0 MHOTO-
KJIETOYHBIX COOOIIECTB C YMOPSJOYEHHOH CTPYKTYpOH; Takue OaKTepHH, Kak
Bacillus subtilis, Escherichia coli, Pseudomonas aeruginosa, Staphylococcus
aureus 00pa3yroT MapallyiebHbIE PSAIBI KJIETOK, (QOPMHUPYS paananbHbIH, CIH-
paneHBIA U (pakTalbHBI naTTepHBl KooHui (Ben-Jacob et al., 1992, 2004;
Ben-Jacob, 1998; Lopez et al., 2010). B wacTHOCTH, cUpaibHBIA NaTTEPH KO-
JIOHUH JBWKYIIMXCs Oaktepuit Bacillus subtilis BOBHUKAET 3a CUYET KOOPIH-
HUPOBAHHOTO TMEPEMEIICHHsI KIJIETOK MapaJuleIbHO JAPYT JAPYTY € OTYETINBOM
TEHJICHIINEH K 3aKpy4YHBAHUIO KJIETOYHBIX TIOTOKOB. Y Paenibacillus vortex n
HEKOTOPBIX TIpeAcTaBUTeNel pomoB Proteus w Pseudomonas HalIeHO «poe-
HUe» — KOOPIWHUPOBAHHOE JIBIKEHHE, 00ecreunBaeMoe aKTHBHOCTBIO KTy TH-
koB (Ingham et al., 2012; Mastropaolo et al., 2012). IToka3aHo, 4To Tpu BuIa
BHOBb OmnucaHHOTO popa Winogradskyella popmupyror ceTenomoOHbIe Kiie-
tounble arperathl (Nedashkovskaya et al., 2005). Myxobacteria — coruanbHbie
OaxTepun, criocoOHbIE K MOpP(OreHe3y BEChMa CIIOKHBIX MHOTOKJIETOUHBIX CO-
obmect u nuddepenmuannm mukcoctop (Wassenaar, 2012). CoobmrecTBa HAT-
YaThIX I[UaHOOAKTEepH (OPMUPYIOT TUICHKH, TSHKH, MHOTOJIYUEBBIC arperaThl
u nonuro”anbHbie cetn (Cymuna, 2005, 2006; Sumina et al., 2008; Sumina,
Sumin, 2011; Cymuna, Cymus, 2013).

AJlanTHBHAS OpraHU3allMsl CIOXKHBIX NMaTTEPHOB COOOIIECTB MPOKAPHOTH-
YeCKMX KJIETOK Jajia MOBOJ IMHUCaTh O «pa3yme» Oaktepuii (Ben-Jacob, 1998;
Ben-Jacob et al., 2004), «uHTEIICKTEe» O0aAKTECPHAIBHOTO «POS», CIIOCOOHOTO
MpUHUMATh KoJUleKTuBHBIE pemenus (Ingham et al., 2012). BozHukaeT HOBas
o0acTh uccienaoBanuii — connomMukpoduonorus (Oneckun, Kuposckas, 2006;
Chandler, Greenberg, 2012); cTaHOBUTCSI IPUHATHIM pacCMOTpPEHHE OaKTepuid
KaK COI[MAJIBHBIX CYIIECTB, CIIOCOOHBIX K CIOKHOM aKTUBHOCTH MX COOOIICCTB
(Chandler, Greenberg, 2012) 1 nposIBICHUSM «aJbTPyH3Ma» B OaKTepUaIbHbIX
commyMax (Strassmann, Queller, 2012).

B sBomtoninm kak GakTepuii, Tak U 3yKaproT, MHOTOKPAaTHO BO3HHUKaJa MHO-
rokierouHocTh (Rainey, Kerr, 2012; Strassmann, Queller, 2012), xapakTepHas
JUTSl HEKOTOPBIX COBPEMEHHBIX TUAaHOOAKTEepHii, B acTHOCTH, O. terebriformis.

Haubonee BaxkHble COOBITHSI B paHHEH OBOJIONMH MHOTOKJIETOYHBIX
Eukaryota o0yciioBieHbBI 3BOJIONMOHHBIMA TPHOOPETEHUSIMH Ha KJIETOUHOM
YPOBHE U TIOSIBIIEHUEM MHOTOKJIETOYHOCTH C CHCTEMON MEXKJIETOYHONH KOMMY-
HUKAIUHU, KJIETOYHBIX KOHTAKTOB W KileTouHOU auddepeHunanueii. OObIIHO
MpeanoiaraeTcs, YTo KJIETOUHBIC OPraHOMIbl BOSHUKIM ITYTEM 3HI0CHMOHO-
3a. Eciu MUTOXOHApPUY BOJIIOLIMOHUPOBAIM B pe3yjbTaTe cHMOHMO3a MPOTEO-
OakTepuil M apxel, To 3TO 0OBEMHSIET TPOKAPUOTHYECKUE TOMEHBI, Archaea u
Eubacteria, ¢ tomenom Eukarya (Wassenaar, 2012). Tak wiu nnaue, Eukaryota
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npousonuti oT Prokaryota (I'yces, I'oxmepnep, 1980; Maprenmc, 1983; Gould,
2002; Wassenaar, 2012; Strassmann, Queller, 2012; Cymuna, CymuH, 2013).

[Nomynsiuuu 3yKaprHOTUYECKUX OJHOKJICTOYHBIX OPraHU3MOB, HAIpPUMED
XJIaMHAJOMOHa/I, CIIOCOOHBI K camocTpyKTypupoBanuto (Albrecht-Buehler,
1990). Knaccuueckum nmpumMepomM OHOJIOTMYECKON CaMOOPraHU3aluu pU3HaHa
arperaius amed mukcomuiietra Dictyostelium ¢ GopMUpOBaHUEM KOHIICHTPUYE-
CKHX FJIM CITUPAJIBHBIX BOJTH KJIETOK, HaIllpaBJIsieMas MEXaHU3MOM XeMOTaKChca
B OTBET Ha KOHIEHTpanuio xemoarTpakranta, IAM® (Dormann et al., 2011).

KiteTka MHOTOKIIETOYHOTO OpraHM3Ma BOBJIEYECHA B OPraHU3aI[MI0 OHTOreHE3a
BceX ypoBHEH. J[0cTaTOYHO pacpoCcTpaHeH B3IJIs Ha Opranu3M Metazoa Kak rocy-
JIAPCTBO KJIETOK, coryiacHO popmyupoBke P. Bupxosa, koTopoe, COXpaHsis LieJIoCT-
HOCTb, KOHTPOJIMPYET CaMOOOHOBIICHHE, TU(DPEPEHITUAINIO, alIONTO3 U MTOBEICHHUE
CBOMX KJIETOK, CIIOCOOCTBYS MX «allbTPYH3MYy», BEBDKHBAHUIO B paMKax TOTpeO-
HOCTEH OpraHu3Ma 1 TMOJaBIIssl KIIETOYHYIO WHANBUya bHOCTE (Bacunbes, 1997;
Cawmoiinos, Bacunbes, 2009). Tem He MeHee, S5yKapHOTHYECKHE KIICTKH COXPAHSIIOT
YepThl MHIUBUYaJIbHBIX CYIIECTB, CIIOCOOHBIX K TIOMCKY, KOJIJICKTUBHOMY ITOBE/IC-
HUIO ¥ KOJJICKTUBHON CaMOOpPTaHHU3aIIH, O YeM CBUICTEIHCTBYIOT IKCIIEPHUMEHTHI
C KJIETKaMH, KyJbTHBUPYEMBbIMU BHE OpraHu3ma. B KJIETOYHBIX KyJBTypax pas-
JMYHBIX TIpefcTaBuTenell Metazoa HarISIHO MPOSBISIETCS TIOMCKOBOE JIBUIKEHHUE
xiretok (Kirschner, Gerhart, 2005; Bacuibes, ['ensdann, 2006), KoHTaKTHast OpH-
EHTaIUs KJIETOK, KOHTAKTHOE MHTMOMPOBAHKE KIICTOYHON PEITPOIYKITUH U JIBHKE-
uus (Weiss, 1958; Abercrombie, 1980; Camoiinios, Bacuibes, 2009). KonTakTHOE
WHTUOUPOBAHUE JIBUXKEHUS KJIETOK MPEIOTBPAIACT MePeCCUeHHe My TeH KIeTOY-
HOTO MTepPEeMEIIeHNs; TyTeM KOHTAKTHOW OprueHTaIuy (PuOpo01acThl 1 MHOOTACTHI
B OTHOCIIONHOM KYJIBTYPE pacrioylararoTcs napamieasasivu psaamu (HMcaesa, 1980,
1994; Isaeva et al., 2008). Takum 00pa3oM, KOOPAMHUPOBAHHOE, COLMAIBHOE T10-
BejicHHe KJeTok Metazoa BefeT K (hOpMHPOBAHUIO YIOPSIOYCHHBIX MOP(HOJIOTH-
YEeCKUX MaTTEPHOB KJieTouHbix aHcamOnel (Mcaesa, 2005, 2012; Bacuibes, [enb-
(dan, 2006; Isaeva et al., 2008, 2012; Deisboeck, Couzin, 2009).

CornraibHOE TIOBEICHNE HOPMAJIBHBIX (PHOPOOIIaCTOB MPOSIBIISICTCS, B UACT-
HOCTH, B pEaKIUH «3a)KUBJICHHS PAHBI», KOT/Ia KIIETKH B OTHOCIIOWHOMN KYJIBType
IepeMenIalTcss Ha OCBOOOUBIIYIOCS TIOBEPXHOCTh U ACNATCS TaM, 3aKUBIISS
«pany» kaetoanoro cinost (Camoiinos, Bacunwes, 2009). OnyxoseBbIM KiIeTKaM
CBOMCTBEHHO «aCOIIMAJILHOCY MOBEICHUE, KOTOPOE MPOSBISICTCS B OTCYTCTBUM
KOHTaKTHOTO MHTMOMpOBaHUA mepemerneHus kiaeTok (Bacumwes, 1997). Amnb-
OpexT-broep B 3aMedaTebHON cTaThe, 03ariaBiieHHoH “Is cytoplasm intelligent
too?” (Albrecht-Buehler, 1985), mpuBrnek BHUMaHUE K CIOCOOHOCTH KIIETKH BOC-
MIPUHUMATh UHPOPMAIMIO OT APYTUX KIETOK, 00padaThiBaTh €€ M OCYIIECT-
BIISITH 11€JIECO00Pa3HbIN OTBET.

Knetku kpoBU UM reMoauMQbl )KMBOTHBIX, B YACTHOCTH, T€MOIIUTHI MOJI-
JIOCKOB U paKoOOPa3HBIX, IEJTOMOITUTHI HTTIOKOXKUX XapaKTePHU3yIOTCs OBICTPO-
TOH MIEPEX0/I0B U3 OTHOTO COCTOSIHHS B IPYT0€ ¥ TOTOMY YAOOHBI JIJIsT ICCIIENO-
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BaHUs CaMOOpTaHM3AIlNH KJIETOK B yropsmodueHHbIe aHncamOiu (McaeBa, 1994;
Isaeva et al., 2008). DTH cCTEMBI OCYIIECTBIAIOT in Vivo KIIETOUHBIE 3l THEIE
¢GyHKIUH TpoMO0OOpa30BaHMsl, MHKAIICYIISIUH, GarounTos3a, HepBUYHOM pena-
paluu paHbl; B YCIOBUAX in Vitro peakuuu (HaromuTo3a U HHKANCYISLUU PO-
SIBJISIFOTCS B TIPUKPETUICHUH K UCKYCCTBEHHOMY TBEPJOMY CyOCTpaTy, peaKiius
CBepThIBaHUS — B KJieTouHoM arperanuu (Mcaesa, 1994; Isaeva et al., 2008).

Y MHOIOKJICTOYHBIX 3yKapHOT BO3HHMKHOBEHHE U IIPE0OPa30BaHUsI CUMMeE-
TPHUH — KIFOUEBBIC COOBITHS MHAMBHIyaIbHOTO pa3BUTHs. B mpouecce mopgore-
HE3a yHOpsI0YCHHBIX HAaIKJIETOYHBIX accouuanuii mpeacrasuresneid Prokaryota
n Eukaryota HaOmromaroTcst mpeoOpa3oBaHHsi CHMMETPHH C BO3ZHUKHOBEHUEM
pajnalIbHON, CIIMPATIBHON U TPAHCIISIHUOHHON CUMMETPUU.

MATEPHUAIJI U METO/IbI

B mpoBeneHHBIX 3KCIIeprMEHTaX ObliIa MCIIONB30BaHA KYJIBTYypa HUTYATHIX
uuanobaktepuit (3 kojuekuun Muctutyta MukpoOuonorun um. C.H. Buno-
rpaackoro PAH), BeiaeneHHas U3 TepMalbHBIX HCTOUHHUKOB KaJbJEphl BYJIKa-
Ha Y30H Ha KamuaTke. OCHOBHBIM CTPYKTYPOOOPa3yIOIKUM KOMIIOHEHTOM 3TOM
KynbeTyphl siBisieTcst Oscillatoria terebriformis (Ag.) Elenk. emend. (CymuHna,
2006) — auTYaTas MHaHOOAKTEPHS, MMEIOIIasi MHOTOKJIETOYHBIC TPUXOMBEI, CO-
CTOSIIME U3 IUJINHIPHYECKUX KIIETOK. J|OTTOIHUTENBHO UCTIONB30BaIaCh KYIb-
Typa unaHodakrepuit Microcoleus chthonoplastes (F1. Dan.) Thur. u3 runepco-
neHbIx BogoeMoB Kpeima. B mpuponnbeix MecTooOuTanusix GOpMBI 3TOTO BHAA
TaK)Ke, KaK OCIUJUIATOPUS, UMEIOT MHOTOKJIETOUHBIE TPUXOMBI CXOJHOI'O pa3-
Mepa, HO, B OTJIIMYHUE OT Hee, TPHXOMBI OKPYIKEHBI TOJICTHIMU BJIaraHIaMH, YTO,
OJTHAaKO, He Bceryia HaOmronaeTcs B mabopaTtopHoii kynsrype (Cymuna, 2008).

Jlns wccnemoBaHUsl caMOOpPraHU3AIMK in Vitro 3yKapHOTHUYECKUX KIIETOK
npeacraButesnelt Metazoa ObLITM HCHONB30BaHBI MUOTCHHBIE KJIETKU OCApEHHOM
MBIIIIBI 11-THEBHOTO KYpHHOTO SMOPHOHA, KyJIBTHBUPYEMbIE B UCKYCCTBEHHOI
MUATATEIBHON cpefie ¢ A00aBICHUEM 3MOPHOHAILHOTO AKCTPAKTAa U aHTHOMO-
tukoB (HMcaesa, 1979, 1994); memoMoIMTEI MOPCKOH 3BE31BI Asterias amurensis
Liitken 1871, B Mopcko#i Boze ¢ modaBieHueM 5 % QeTanbHON KOPOBBEH CHI-
BOPOTKH M aHTHOMOTHKOB; TEMOIUTHI IPUMOPCKOTo Tpederika Mizuhopecten
yessoensis Jay 1857, KynbTUBHpYeMbIE B TOMOJIOTMYHON remonumMde ¢ 1odasiie-
HueMm anTuouoTukos (/lepxasun, Mcaesa, 2000; Mcaea, 1994).

PE3VJIBTATBI UCCIIEAOBAHUN A

Coo01mecTBo MuaHoOaKTEPHH B IIEJIOM HE 00J1a1aeT KaKoW-IH0O0 Ompe/IeIcH-
Holi cummetpueit. Tpuxomsl u O. terebriformis, u M. chthonoplastes nposSIBISIIOT
MOUCKOBYIO aKTHBHOCTb, IEMOHCTPHUPYEMYIO BEEpOOOpa3HBIM PACXOKICHUEM
HUTEH Ha KOHIIE TshKa (puc. la) ¥ MOCIenyIONIMM YCTaHOBICHHEM KOHTAKTOB C
TBEPIBIM CyOCTPaTOM WIIH APYTHMH TsDKaMH. [I[pHKpenuTenbHbIC TSR [IHAHO-
OaxTepun, Ipy 00pa30BaHUH KOTOPBIX HUTH PACIIONAraloTCs MapaiedbHoO APYyT
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Puc. 1. TIposiBNeHUsT OMCKOBOTO MOBEICHHUSI, MAPAIIICIHHON OPUEHTALUN U KOHTAKTHOTO
WHTHOUPOBaHUS IBHKEHUS TPUXOMOB O. terebriformis: a — BeepooOpa3sHOE PACXOKICHHE HUTCH
Ha KOHIIE TsDKa (OunarepaibHasi CHMMETpHS): 6 — MHOTOJIYYEeBOU arperat (pajaualibHas CHMMe-
Tpusi). Macmtabnas nuneiika: @ — 0.1 mm; 6 — 1 Mm.

OpyTy, 0OBIYHO 001aal0T OCeBO cumMmeTpuel. JloctaTouHo 4acTo BcTpeuae-
MOH CTPYKTYpoii coobmectBa O. terebriformis sIBASIOTCS MHOTOJTy YeBbIE arpe-
raThl ¢ pajinaibHoi cummeTpuel (puc. 10). CBoOOIHbBIe KOHIBI HUTEH pajnalb-
HO PacHoJIaraloTcst no nepudepun arperara, B IEHTpe KOTOPOTO pacHoIaraercs
IJIOTHOE CKOIIJICHHE HUTEN.

Murpupyromue 13 HeOOIbIINX arperaroB 1 MPOSIBISIOLINE TOUCKOBYIO aK-
TUBHOCTb KJICTKH HCCJICIOBAaHHBIX IpeAcTaBUTENeH Metazoa pacnonaraiorcs
panuanbHO. PagmanbHas CUMMETpHUS MPOSBISIETCS MPU MHUTPALUU KIETOK M3
arperaroB MHOOJIACTOB KyPHUHOTO 3apoAblina (puc. 2a) U HeTOMOIIMTOB MOPCKOM
3Be311bl A. amurensis (puc. 26). B 01HOCIONHON KylIEType MUOTE€HHBIX KJIETOK KY-

Puc. 2. TIposiBiIeHUs] HOMCKOBOTO MOBEACHMS, NMapaljie]bHOH OPUCHTAMH U KOHTAKTHOTO
MHTUOMPOBAHUS ABMXKEHUs KYJIBTUBUPYEMBIX in vitro kieTok Metazoa: a — MUTpHUpyIOIINeE U3
KJISTOYHOI'O arperara MHOOJIAacThl KYpPHHOTO 3apOJIBIIIA; 6 — MUTPAIUS IIEJIOMOLIUTOB MOPCKOI
3Be3abl A. amurensis (pagualibHas cCHMMeTpusi). MaciutabHas muHelka: a, 6 — 10 MKM.

308



o B Yy ’

i Ny
v . e s
= —— e = O
Puc. 3. CtpykrypupoBanue cooduiectBa M. chthonoplastes: a — cnupanbHast CTPyKTypa ¢

00pa3yIomKMCs B €€ IEHTPE Ta30BBIM ITY3bIPEM; O — «THIPOCTATHI» C Ta30BBIMH ITY3bIPSIMHU (OCe-
Bast cumMmeTpus). MacmrabHas nuHeika: a — 0.2 mm; 6 — 0.4 MM.

pPHUHOTO 3MOpHOHA yIJIMHEHHBIC MHOOIACTBl CAMOOPIaHU3YIOTCS MTapaJlIeIbHBI-
MU psiIaMH ITyTeM KOHTakTHOH opuentanuu (Mcaesa, 1994; [saeva et al., 2008).

VY HHUTYATHIX MaHOOAKTEepHii HaOMOaaeTCs 00pa3oBaHKUe CTPYKTYP, QYHKIHU-
OHaJIbHAsl aKTHUBHOCTH KOTOPBIX CBSA3aHa C 00pa30BaHMEM ra30BBIX My3bIpei. Y M.
chthonoplastes onr 0012 1AI0T CHEPUIECKON U CITUPATEHON CHMMETPHUEH; CITUPAITh-
Hasl CTPYKTypa ¢ 00pa3yIoIUMCs B e LEHTpPE Iy3bIpeM, IpeacTaBlieHa puc. 3a.
TpexMepHble CTPYKTYPBI, BKJIFOUAIOLIHE Ta30BbIC ITy3bIPU — THAPOCTATHI, 001aaa-
I0T OCeBOi cummerpueit (puc. 30). MHoromyueBble arperatsl O. terebriformis, 00-
Jajaromue chepuieckor MOBOPOTHONH CUMMETPHEH, MMEIOT TIIOTHOE SIAPO M JIyYd
U3 HUTEH, painalibHO PACXOJISIIUXCS B TPEXMEPHOM IIPOCTPAHCTBE.

Puc. 4. CtpykTypupoBaHHEe KJIETOYHBIX aHcaMOleil KyJNbTHBHPYEMBIX in Vitro KJIETOK
Metazoa: a — Tomosorudeckass CUHI'YJISAPHOCTb B OJHOCJIOMHOM MHOTE€HHON KyJIbType Kie-
TOK KypUHOTO 3apojblina (OuiaTepanbHasi CUMMETpHs); 6 — arperat I'eéMOIMTOB MOJIITIOCKA
M. yessoensis (cpepudeckast caummeTpusi). MacmrabHas nuHeika: a — 50 MkM; 6 — 20 MKM.
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Puc. 5. TpaHCISITMOHHAS CHMMETPHS ITOJIUTOHAIBHEIX ceteit O. terebriformis mpu pa3iand-
HOM yBenndeHnn. MacmrabHas nuHeika: a — 0.2 mm; 6 — 0.4 Mm.

B kynbTypax KJI€TOK MHOTOKJIETOYHBIX KUBOTHBIX CHIUPAJIbHBIE CTPYKTY-
PBl HAOTIOAAIOTCS. OTHOCUTEIBHO PE/IKO; CIIUPAaTbHbBIC MATTEPHBI THITMYHBI 15
KYJIBTYp KOKHBIX (prbpodnactoB (Green, Thomas, 1978).

B MuoreHHo# KynbType MOTOKH JIBHUYKEHHsSI IapajlyIeIbHO OPUEHTHPOBAH-
HBIX MHOOJacTOB (DOPMUPYIOT TOMOJIOTHYECKUE CHHTYISIPHOCTH (pHC. 44).

Konrakt remonnm¢sl Mouttocka M. yessoensis ¢ BHEUIHEW CPeHoil BBI3BI-
BaeT HEMEMJICHHYIO arperanuio reMOIUTOB Kak MOAU(DULUPOBAHHYIO in Vitro
3alUTHYIO PEAKIHI0 TPOMO00Opa3zoBaHus. ArperaTbl FTeMOLIUTOB B TEUCHHE He-
CKOJIBKHX 4aCOB KOMITAKTH3UPYIOTCS M COKPAIIAlOTCsl, CTAHOBSICH uepe3 24 yaca
YIHOPSAIOYEHHBIMH c(hepUUECKUMU TeJIaMU, NOZOOHBIMU T€J1aM MHKAIICYJISIUY,
00pa30BaHHBIC HECKOJIBKUMU CJIOSMHU YIUIMHEHHBIX YIUIOLICHHBIX KJIeTOK. Ta-
KM€ yIOpsAJOYCHHBIC arperaTsl TeMOLUTOB 001aat0T c(heprUECKOil CHMMETpH-
el (puc. 40).

Korpma cTpyKTypbl, aHaIOrnyHble MHOTOJIYYEBbIM arperaram, o0pasyrorcs
B toumie 1ieHku Q. terebriformis, o MOTYT (POPMUPOBATH MMOJIMTOHAIBHYIO
CEeTh C TPAHCIISIIMOHHON cCUMMeTpuel (puc. Sa, 6). CHadaa mOsSBISIOTCS PaBHO-
MEPHO paclpesieieHHbIE HEHTPhI, MEKy KOTOPBIMHU BIIOCIEACTBUM 00pa3yIoT-
Csl CBSI3U.

B 0gHOCIONMHBIX KyJNBTypax KIJIETOK XHUBOTHBIX MUTPUPYIOLIME M3 KIET-
K1 (OPMHUPYIOT MOCTUKH MEXAy arperatamu (puc. 6a). Boonb oOpa3oBaHHBIX
KJICTKaM MOCTUKOB IPOUCXOAUT MUTPpAlUA JPYTUX KIJIECTOK, WU TaKas I10JIO-
KUTEJIbHAsl 00paTHas CBsI3b 00€CHEUNBACT MOJAEPKAHUE U YCUIICHUE BO3HUK-
LIEro narrepHa. Bo3HMKAET MHTErPUPOBAHHBIN PETUKYJSPHBIA MATTEPH IO-
CPEACTBOM 00pa30BaHUsl KJIETOYHBIX MOCTHUKOB, COCIMHSIOLIMX arperarsl W
(hOpMUPYIOIIKX NOTUTOHAIBHYIO CHCTEMY C TPUAHTYJISIHUOHHBIM pa3OHeHueM
(puc. 66). Takoii maTTepH OYEHb CXOJICH U TIOYTH HEOTIMYUM B KYJIBTYypax KJie-
TOK pa3NIMYHBIX TKaHEH U )KUBOTHBIX: MHOOJIACTOB KyPHUHOTO AIMOPHOHA, 11EJI0-
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Puc. 6. ®opmupoBaHUe NOJUTOHAIBHBIX CETEHl B MHOI'€HHOM KYJIBType KIETOK KypPHUHOTO
3apoAblmIa: @ — 00pa30BaHNEe MOCTHKOB MKy KICTOUYHBIMHU arperataMu; O — HHTETpHPOBaH-
HBI PETUKYISPHBIH MAaTTepPH C TPUAHTYISIIMOHHBIM pa30HeHHEM (TpaHCISAIHOHHAS CHMMe-
Tpusi). Macmrabuast nuHelka: a, 6 — 20 MKM.

MOITUTOB MOPCKOTO exka Strongylocentrotus nudus 1 MOPCKOH 3Be31bl Asterias
amurensis (Mcaesa, 1994, 2005; Isaeva et al., 2008).

VY O. terebriformis nabmonaercs momoOHas KapTHHA MUTPAIIMHN HUTEH TIPH
HCKYCCTBEHHOM pa30MEHUHU Ha OTMENIbHBIC arperathl U MPH WX €CTECTBEHHOM
BO3HUKHOBEHHH: MEKJy arperaTaMu TaK)XKe BO3HHKAIOT MOCTHKH, 3aJIA0IIUC
HaIlpaBJICHUEC HOCHCI{y}OHICﬁ MuUrpanuu HHTCﬁ, 4YTO B KOHECYHOM HTOI'C IIPUBO-
JIUT K 00pa30BaHUIO MOJUTOHAIBLHON CETH.

Takum 00pa3zoM, BO3HHKAET pajHalibHasi, COUpalbHAS W TPAHCIAIUOHHAS
CUMMETPHS COOOINECTB MPOKAPUOTUICSCKUX HUTEH U KYJIBTUBUPYEMBIX BHE Op-
raHu3Ma 3YKapUOTHYECKHUX KIIETOK.

OBCYXXJEHUE PE3VJIETATOB

BakTepuaibHbie COOOIIECTBA UTPAIOT BAKHEHIIYIO POJIb B SBOJIFOIIMH OHO-
cthepsr (Little et al., 2012). HccnemoBanue COBpEMEHHBIX MHAHOOAKTEPHI U UX
POJIH B II00ATBHOM OCaIKOHAKOTIICHUH BAXHO sl TOHMMAHUSI T€0JIOT HUECKON
nctopun 3emau. COBpEeMEHHbBIE HHTYATHIC [[MAHOOAKTEPUU MOTYT (HOpPMHUPO-
BaTh IUICHKH, B OJHUX YCJIIOBHUSX 00pa3yoIINe [IMaHO-0aKTEPUANIbHBIC MaThI, a
B JPYTUX YCIOBHSIX — cTpoMaTonuThl. ClioxkHast MOP(OJIOTHS CTPOMATOIIMTOB
OIIPEJIEIISIETCS CIIOKHOCTBIO MPOCTPAHCTBEHHOW OpPraHu3alii COOOIICCTB IH-
aHOOAKTEepUH, BHISABIISIEMON MPH JTa0OPATOPHBIX HCCIICIOBAHMIX COBPEMEHHBIX
BuaoB (Petroff et al., 2008; Sumina et al., 2008; Sumina, Sumin, 2011). O0Ha-
PYKEHBI TPEXMEPHBIE CETU C TPUAHTYISIIMOHHBIM U T'eKCarOHaJIbHBIM pa3oue-
HUeM, popMHUpYyeMble COBPEMEHHBIMU HUTYAThIMU ITuaHoOakTepusiMu (Petroff
et al., 2008; Shepard, Sumner, 2010), B yactHocTH, O. terebriformis (Cymuna,
CywmuH, 2013). ®opMmupoBaHre TaKUX CETeH CBSI3aHO C (OTOCHHTE30M U TIOJ-
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BIDKHOCTBIO HUTEH. Oscillatoria m qpyrue HUTYATHIC ITHAHOOAKTEPUHN 00IaTaf0T
MTOJIBMKHOCTBIO TTyTEM CKOJIBKEHHUS TPUXOMOB, a TaK)Ke WX BPAIICHUS M CTH-
Oanmus. [IpencraBurenu cemetictBa Oscillatoriaceae ciocOOHBI TIEpEeMEIAThCS
CO CKOPOCTHIO 10 10 MKM/ceK, mpUYeM MPH CKOJIBKEHUH TPHXOMBI BPAIAIOTCSI.
Ckonp3siee nukenne O. terebriformis compoBOXAETCs JICBO- WM ITPaBOHA-
MpaBJICHHBIM BpaIlIEHUEM TPUXOMA; €CIIH TEPMUHAIIbHBIC YYaCTKH TPUXOMOB HE
KOHTAaKTHPYIOT C CyOCTpaToOM, CBOOOTHBIN KOHEII MOXKET KOJIeOaThCs TIPH Bpa-
menun TpuxoMa (Xoynt, Kpur, 1997). ¥ HuTuaThiX nmanoOakTepuil HaOIrO1a-
JIM CJIOKHBIE MTATTEPHBI IBUKECHUS B OaKTEpHUaJIbHBIX MaTaxX U CyTOYHBIE H3Me-
HEHHS MOJBUKHOCTH, OOBSICHSIEMBIE peakllieil Ha CBET U MPECTABIISIIOIINE CO-
0011 amanTanuio JUIs NOAJICPKAHMS O TUMAIBHOTO JIJIsl POTOCHHTE3a CBETOBOI'O
pexuma (Richardson, Castenholtz, 1987, 1989). IIpeoOpa3oBanus coodmecTBa
O. terebriformis, BOZHUKAIOIIKE TIPU CyTOYHBIX H3MEHEHHIX OCBEIICHHOCTH, B
YaCTHOCTH, COKPAIlIEHUE U paccialiieHne KIETOUYHBIX TS)KeH U TJICHKH, OIrca-
HBI U B 1abopatopHoii Kynerype (Cymuna, 2006; Cymuna, Cymun, 2013).

Coobwecmeo O. terebriformis ciocoOHO K aJaiTHBHOMY U3MEHEHHUIO CBO-
€ro TOJIOKCHUS U TUIOTHOCTH 32 CUET MHUTPAIMHM U COKPAIICHUSI CETH TPHUXO-
moB (Castenholz, 1968; Cymuna, 2006, 2008). BersBieHbl (pu3ndecKue U XU-
MHYECKHE BIUSHUS Ha MOPQOJOTHIO accomuanuii muaHodakTepuii (Shepard,
Sumner, 2010). MHorue cioxHble MOP(OIOrHYECKHE YEPTHI 3aBUCIT OT IaT-
TEPHOB KJICTOUYHOW MOJBUKHOCTH, U TaOOPATOPHBIE SKCIEPUMEHTHI BBISBIISIIOT
Takyto 3aBucuMocTh (Cymuna, Cymun, 2013). MexaHu3M CKOIB3SIIETO ABUKE-
Hust Cyanobacteria u 1pyrux OakTepuii He YyCTaHOBIICH U JIO CUX MOP MPEICTaB-
nset coboit 3araaky (Adams, 2001; McBride, 2001; Wassenaar, 2012). Cxonpb3-
AIIYIO TIOIBIYKHOCTh OOBSACHSIOT MTOBEPXHOCTHBIMU BOJTHAMH TIPH CMEIICHUHT
(uOpHIIIT KJIETOUHON CTEHKH MIIM CEKPELMEH CIIN3U; BEPOSITHO, CAMHCTBEHHBIN
MeXaHU3M He MOXKeT obecnieuuTh Bce popMbl ckonbxkeHus: 6akrepuii (Hoiczyk,
2000; Adams 2001; McBride, 2001; Read et al., 2007).

PeTukynsipHass TeOMeTpHUs, BBISBICHHAS B €CTECTBEHHBIX OaKTEPUAIBHBIX
MJICHKaX ¥ B UCKOIIAEMBIX CTPYKTYypaxX, MOKET OBITh MPUTTHCaHa TIOABHKHOCTH
HuT4aThix OakTepuii (Shepard, Sumner, 2010). [lokazano, 4TO Takasi KIeTOYHASL
MOABMKHOCTB, KaK OJHOHAIIPABJICHHOE CKOJIBKEHHUE, MTapalijieIbHOE BBICTPanBa-
HUe (UITAMEHTOB U CTOJIKHOBEHHUE (PUITaMEHTOB, CyIeCTBEHHA AJis (POPMHUPOBa-
HUS pETUKYISAPHBIX CTPYKTYp (Shepard, Sumner, 2010; Cymuna, Cymus, 2013).

Wrak, mokaszaHa mpsimasi CBSI3b MEX]ly TIOBEIEHHEM HUTEH M Mop(dosorneit
coobmectBa. Takum 00pa3om, 3y4eHHBIE COOOIIECTBa IMAaHOOAKTEPHl, KaK U
JIPyTuX OaKTepuil U apXxei, CHOCOOHO K CI0KHBIM COITHATBHBIM B3aUMOICHCTBH-
SIM, IMHAMHYHON U 00paTHUMON alalTallii K U3MEHEHUSIM OKPYKaIOLIeH Cpe/bl.
CrocoOHOCTh OaKTepUANBHBIX KJIETOK K KOMMYHHUKAIMH MPH Pa3BUTHH KOJIO-
HUI W aJlanTUBHBIM M3MEHEHUsIM MOp(OreHe3a coolIecTB, Kak mnojgaraet ben
Jxaxo6 (Ben-Jacob, 1998; Ben-Jacob et al., 2004), cBHIETETECTBYET O «pa3yMe»
Oaxrtepnii. KommyH#KaIus OakTepuii, KOOpAMHUPYIOMIasi IOBeIeHHue U MOpQo-
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TeHe3 UX COOOIIEeCTB, BKIIOYAET MEKKICTOUHYIO XUMUYECKYI0 CHTHAIH3AIIHIO,
00eCTIeYynBaIONIy 0 COTJIACOBAHHBIN OaKTepUATBHBIA «KBOPYMY, BKIFOYAFOIIAN
KoopaunHupoBaHHYIO Tpanckpunuuio (Chandler, Greenberg, 2012).

O6pa3oBaHue CTPYKTYP ONMHMCHIBAEMBIX [IMAHOOAKTEPUN MPOUCXOIAUT B pe-
3yJIbTaTe MepPerpynnupoBKU HUTEH, 0e3 ux crenuanusanuu (Cymuna, CymuH,
2013). Juddepeniuaius KJICTOK — CBOHCTBO MHOTOKJCTOYHBIX DYKApUOT, U
MIPOCTPAHCTBEHHO-BPEMEHHAs PETYISIINSA TeHHOH SKCIPECCHH CYIIeCTBEHHA
JUTSL pA3BUTHUSI MHOTOKJIETOYHBIX DYKapHOTHIECKUX OpraHu3MoB. Tem He MeHee,
nuddepeHIIPOBKA KIETOK HAOIIOIAeTCs M CPEIM HUTYATHIX IIMaHOOAKTepUH, y
OCLMJUIATOPUEBBIX JJOBOJBHO ci1adasi, a, HAPUMEp, Y CTUTOHEMOBBIX — BeChbMa
BhIpaxkeHHasi. Kpome Toro, monydeHbl CBUICTENLCTBA KICTOYHON auddepeH-
nuanuu B OuorieHkax Bacillus subtilis w nuddepeniuanuu ¢ ooOpazoBaHUEM
MEKCOCTIOp Y MuKcobakTepuit (Wassenaar, 2012).

CTpyKTypHpoBaHHE COOOIIECTB HUTYATHIX IIHAHOOAKTEPHI N3YUSHHBIX BH-
noB obparumo. JuddepeHnumanus ke KISTOK dYKapHOTUYECKUX OpPraHHU3MOB
BeAeT K HeOOpaTUMOCTH AMHAMUKH IMPOCTPAHCTBEHHOM OpraHU3aluu KyJIbTH-
BUPYEMBIX KJIETOK B YCIIOBHUSIX, CIIOCOOCTBYIOIINX AUPPEPECHIIUPOBKE.

DKCHEPUMEHTHI C KYJIBTUBUPYEMBIMH N Vitro JUCCOIMUPOBAHHBIMU KIIET-
KaM¥ opraHu3Ma Metazoa HATISIHO PACKPBIBAIOT 3aMedaTelbHbIe BO3MOYKHO-
CTH CaMOOpPraHU3AIHMH KJIETOYHBIX COOOMIECTB MPH OTCYTCTBUU KOHTPOIHPY-
romux BiausHUM opranusma (Isaeva et al., 2008; Camoiinos, Bacunses, 2009;
Ucaesa, 2012). Knetku in vitro cmoHTaHHO 00pa3yroT aHcamOIM ¢ KOOPAHUHU-
POBaHHBIM COI[MAJIBHBIM TIOBEIEHHEM KIIETOK M T'eHEpaluel ymopsJOYeHHBIX
MOP(OJIOTHUYECKUX TATTEPHOB, HEPEJIKO CXOIHBIX C HHTAKTHBIMHU CTPYKTYpaMH
in vivo (Isaeva et al., 2008; Cawmoitno, Bacunbes, 2009; Deisboeck, Couzin,
2009). B ogHOCIOIHONW MHOTEHHOW KYIBType HaOIIOMA0TCS TOMOJOTHYECKHUE
CHHTYJISSPHOCTH PACIOJIOKEHHS TIOTOKOB JBHKEHMsSI KJIETOK. Tomonorndeckue
OrpaHUYCHHUS IIIAHAPHOTO MOpdoreHe3a B OJHOCIOWHBIX KYIbTypax mpu ¢op-
MHUPOBaHUU OHMOJIOTHYECKUX JBYMEPHBIX MATTEPHOB OMPEACISIOT HEOOINbIIOE
quCcI0 MOP(hOIOTHYECKH pa3NudHBIX marTepHoB (Mcaesa, 1994; Isaeva et al.,
2008; Presnov et al., 2010).

[IpocTpaHCTBEHHBIE TTATTEPHBI B KYIBTypax KIETOK Metazoa — pe3ynbTaT
MEXKIJIETOUYHBIX B3aUMOJICHCTBHI: aJIre3nn, KOHTAKTHOW OpPUEHTAIUU KIIEeT-
Ka—KJIeTKa ¥ KOHTAaKTHOTO MHTMOUPOBAaHHS KJICTOYHOI'O Pa3MHOXKCHHS H J[BU-
xeHud. [lyTeM KOHTakTHOH OpMEHTalMW KIETKa—KIJIETKa M KJIeTKa—CcyOcTpaT
OCYIIECTBIISICTCS TPAHCISALUS OJNFMIKHETO, JIOKAJIBLHOIO MOPSIKA KIETOYHBIX
B3aNMOACUCTBUN B MaJIBHUH, TIIO0ATBHBIH MOPSIIOK KJIETOYHOTO COOOIIeCTBa
(Ucaesa, 2005, 2012; Isaeva et al., 2008). [lepemerienne 3yKaprOTHYECKUX KIIe-
TOK IIPOMCXOJIUT ITyTeM HEIIPEPBIBHOW MEPECTPONRKH ITUTOCKEIETA, TTITABHBIM 00-
pasoM, cucTeMbl akTHHOBBIX (ruiamenToB (Bacunbes, 2007; Camoiinos, Bacu-
nbeB, 2009). O6paboTka HUTOXaMa3uHOM (MHTHOMTOPOM CUCTEMbI (puOpuLIsp-
HOTO aKTHHA) MPEIOTBPAIIaeT MUTPALUIO KJIETOK, KOHTAKTHYIO OPHUEHTAIIHIO
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WX IBWKEHUS B (POPMUPOBAHHE YIOPSIOUYEHHBIX MATTEPHOB KYIHTHBHPYEMBbI-
mu kaetkamu (Mcaesa, 1994; Isaeva et al., 2008).

B 6akrepuanbHbix coobmectBax E. coli HaiieHO KOHTAaKTHO-3aBHCHMOE
uHruOmpoBanue pocta (Aoki et al., 2005; Diner et al., 2012), aHamoruaHoe KOH-
TaKTHOMY WHTHOMPOBAHHUIO Pa3MHOKEHUS KYJbTUBHUPYEMBIX KJIETOK KHUBOT-
HBIX. 3aBHCUMOE OT KJICTOYHBIX KOHTAKTOB TOJABICHHE PEIPOIYKIINU KIETOK
Prokaryota u Eukaryota onpenenser conmaiabHOE TIOBEICHUE COOOIMIECTB TEX U
JIPYTUX KIIETOK, HO MOJIEKYJSPHbIE MEXaHW3Mbl TAaKOTO WHTUOMPOBAHUS pa3-
JUYHBI y IPO- U 3YKAPUOTUUECKUX KIIETOK.

KoHTakTHOE MHTMOMPOBAHUE U KOHTAKTHAs OPUEHTAIUS KJIIETOUHOTO J[BH-
JKEHUsI HalJIEHbI B OJHOCJIOMHBIX KYJIbTYPax KJIETOK Metazoa, a TakKe IIpU JBU-
KeHUHW TpuxoMoB muanobakrepuit (Cymuna, 2011), HO He ObUTH OOHAPYIKEHBI
B TPEXMEPHBIX arperarax KJIETOK dYKapuoT U, HACKOIbKO HAM HM3BECTHO, B Ka-
KUX-THOO COOOIIECTBAX MPOKAPUOTHIECKUX KIIETOK, moMumo O. terebriformis
u M. chthonoplastes. ®akTuueckoe MpOsBICHUE PaguaibHOW U chepruecKoit
CUMMETPHH B TAKUX KJIETOUHBIX COOOLIECTBAaX, BOBMOXHO, CBUJETEIBCTBYET O
0oJjiee MMPOKON PACITPOCTPAHCHHOCTH PEaKIMil KOHTAKTHOTO WHIUOMPOBaHUS
Y KOHTAKTHOW OPUEHTAINH IBH)KEHUS KIIETOK.

Wraxk, coobmecTBa kieTok u Prokaryota, m Eukaryota, mpu cymecTBeHHBIX
paznuuusix OMOJIOTUYECKUX MEXAaHW3MOB KJIETOUHOU TMOBMYKHOCTH U MEXKKIIe-
TOYHBIX B3aWMOJICHCTBUHN, CIIOCOOHBI K IPOSBICHUSM KOHTAKTHOTO HHTHOU-
pPOBaHUS U KOHTAaKTHOW OPHEHTAIMH KJIETOYHOT'O JBHIKCHHSI, ONPEIEIISIONIUM
YHOPSIOYCHHBIH MOpP(OreHe3 HaJKJIETOYHBIX aHcamOjell ¢ BOZHUKHOBEHHEM
MOBOPOTHOM, CIUPAJILHON U TPAHCIAIIUOHHON CUMMETPHUU.

[IpocTpancTBeHHass W BpeMEHHAas BapuaOEIbHOCTh TPOSBICHUN CHMMe-
TPUU COOOIIECTB MPOKAPUOTUUECKUX U IYKAPUOTHUECKHUX KIIETOK in Vvitro 3a-
BHUCHUT TaKXe OT (PU3MYECKUX OTPAHUUYCHUI: TpPAaBUTALMH, BOZMOKHOCTH IPH-
KpEeIUICHUsI K CyOCTpary, MEXaHUUSCKOTO HATSIKEHUS, y [IHAHOOAKTEPHIA — OT
ocBelIeHHOCTH. [T0CKONBbKY IMaHOOAKTEPUH SBISIOTCS POTOCHHTEZUPY IOLIMMHU
OpraHu3MamMu, HaubOoyiee BXXHBIMU M BBIPAKEHHBIMH MOP(OTCHETUYCCKUMHU
peaknmsIMu X COOOIIECTB SBISIOTCS pEaKIMi HAa N3MEHEHHE MMapaMeTpoB OC-
BemeHHocTH (Cymuua, CymuH, 2013). CTpyKTypsl, 00pa3yeMble HaHoOaKTe-
pusimu O. ferebriformis, B 4aCTHOCTH, MHOTOJIyYEeBBIC arperaTsl, 001aIatloT Me-
xaHouyBCcTBUTENbHOCTHIO (Cymuna, Cymus, 2013).

OtcyrcTBUe cyOcTpara Al MPUKPEIUICHUsT KIETOK OINpenelseT Qu3mnye-
CKOe orpaHuueHue MopdoreHesa u MUToAHMGHEpeHIUAIINN HEKOTOPBIX THIIOB
JyKapHOTHICCKUX KieTok. Hampumep, mirs nuddepeHmanun MUOTY0 B MHO-
T€HHON KYJIbType HEOOXOAMMO MPHUKPEIUICHHE K TBEpAOMY CyOCTpary, co3ja-
foIllee BO3MOXKHOCTh MexaHnueckoro HatsokeHust (Mcaesa, 2005, Isaeva et al.,
2008). B omHOCIIOWHOM KyIbType HAOIIOJACTCS CAaMOOPTraHU3allusl IAHAPHBIX
noJield HampaBlICHHH C ONpeleIeHHBIM Ha0OpOM TOIOJOIMYECKUX 0COOEH-
vocreit (Elsdale, 1973; Hcaesa, 1994; Isaeva et al., 2008; Presnov et al., 2010).
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Hewns0exHoe BO3HMKHOBEHHE TONOJIOTMYECKMX CHUHIYJISPHOCTEH IJIaHAPHBIX
KJIETOYHBIX acCOIMAIii BOBIIEKaeT mpeodpa3oBanns cummerpun (Isaeva et al.,
2008, 2012). Takum 0O6pa3om, TOMONIOTHYECKHE U (PU3HYECKHE O PAaHNYCHU S Ha-
MPaBIISIIOT MOpQOreHe3 u Mpeodpa3oBaHusi CHMMETPUH KJIETOYHBIX COOOIIECTB.
B npouecce 3Bomtoriuu Eukaryota yHacnenoBaiu U yCOBEpIIEHCTBOBAIH
CIOCOOHOCTH K aJIalITHBHOMY, «Ppa3yMHOMY» IOBeJIeHUI0 oT Prokaryota.

3AKJIIOYEHUE

AHanu3 pe3ynbTaToB HAOIIOACHUH U SKCIIEPUMEHTOB, IPOBEACHHBIX Ha LHa-
HoOaktepusx O. terebriformis u M. chthonoplastes n KynTbTUBUPYEMBIX KJIETKax
HEKOTOPBIX Ipe/icTaBuTeNel Metazoa, oka3ai cliocOOHOCTh UCCIIEIOBAaHHBIX CO-
00IIIECTB MHOTOKJIETOYHBIX MPOKAPUOTHIECCKUX OPraHU3MOB U 3YKaPUOTHIECKUX
KJIETOK KOOPIWHUPOBAHHOMY IOBEICHHUIO, B YACTHOCTH, KOHTAKTHOMY WHTHOU-
POBaHHUIO U KOHTAKTHON OPUEHTAIINU KIIETOYHOTO JABMKEHUS, C (POPMHUPOBAHIEM
YIOPSA0YEHHBIX MOP(OIOrHYECKUX NAaTTEPHOB, 00JIaJa0IUX TIOBOPOTHOH (pa-
JIUAJTBHON ¥ C()ePUUYECKOI), CIUPAIBHON M TPAHCIISITUOHHON CUMMETPUECH.

B sBomoIMM NMOCTOSIHHO OTOMPANIOCh MOUCKOBOE TTOBEJICHHE KJIETOK M MX
CIIOCOOHOCTH K aIaIITUBHON caMoopranu3anuy. B coobiecTBe Mnano0aKkTepuid
Mop(doreHeTHYeCKHe MpeoOpa30BaHuUs, BKIIOYAIOIINE BO3HHKHOBEHHE pas-
JIMYHBIX TUIIOB CUMMETPHUH, HOCSAT aJalTUBHBIN XapakTep. DyKapHOTHUYECKUE
KJIETKH TaK WJIM HHAa4Ye MPOU30LLIN OT MPOKAPHOTHIECKUX, HACIEAYS U COBEP-
HICHCTBYS MX CIIOCOOHOCTH K MEXKKJIETOUHOH KOMMYHUKAIMU ¥ THOKOMY a/1arl-
THBHOMY IOBEJICHUIO.

Wrak, mpy CymiecTBEHHBIX Pa3IHUHUSAX OMOJOTHMYECKHX MEXaHU3MOB IOJ-
BIDKHOCTH M MEXKJIETOUHBIX B3aWMOJICHCTBUI KaK OJHOKJIETOYHBIE U MHOTO-
kierounble Prokaryota, Tak u knerku Metazoa (Eukaryota) cocoOHBI Kk co-
LIUAIbHOMY MOBEJCHHIO, BEAYIIEMY K ()OPMHPOBAHHUIO YIOPSJOYEHHBIX CO00-
IIECTB CXOAHBIX TUTIOB CHMMETPHH.

ABTopsl Onarogapubl pod. A.B. UepHbimeBy 3a HHOOPMAIIMOHHYIO TIO-
MOIIIb PH MOATOTOBKE PYKOITUCH CTATHH.
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SYMMETRY TRANSFORMATIONS DURING THE MORPHOGENESIS
OF FILAMENTOUS CYANOBACTERIA (PROKARYOTA) COMMUNITIES
AND CULTIVATED CELLS OF SOME METAZOA (EUKARYOTA)

V.V. Isaeva, E.L. Sumina, D.L. Sumin

Data obtained during observations and experiments performed on filamentous cy-
anobacteria Oscillatoria terebriformis and Microcoleus chthonoplastes and cultivated
cells of some Metazoa were analyzed. Cyanobacteria communities form mats, composed
of many threads, bundles, multiradiate aggregates and polygonal networks. In vitro cul-
tivated miogenic cells of a chicken embryo, mollusk blood cells, starfish coelomocytes
and other Metazoa cells show coordinated movement and form ordered ensembles. So,
despite the considerable differences between locomotion mechanisms and cell-cell in-
teraction of the pro- and eukaryota, they both are able to demonstrate social behavior
and to form ordered communities with emergence of rotational, spiral and translational
symmetry.
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Mopdghocenes 6 uHOUBUOYATLHOM U UCTIOPUYECKOM PA3BUMUN: CUMMEMPUS U ACUMMEMPUSL
Cepus «leo-6uonocuueckue cucmemvi 6 npownom». M.: IMH PAH, 2013. C. 320-329
http://'www.paleo.ru/institute/publications/geo/

BAJKHEMIIUE 3TAIIbI ®OPMUPOBAHU S PA3JIMYHBIX CJIOEB
M YYACTKOB CIIOPOJIEPMbI IIBETKOBBIX PACTEHUI

C.B. Ilos1ieBoBa

PaccmoTtpensr Mopdonornueckrue 3aKOHOMEPHOCTH (POPMUPOBAHUS CIIO-
POACPMBI HAa MPUMEPE MBUIBLEBBIX 3C€PCH PA3JIUUYHBIX allCPTYPHBIX TH-
OB 110 OIYOJINKOBAHHBIM pe3yJibTaTaM TPAaHCMHUCCUOHHOM 3JIEKTPOHHOMN
MHKpockonuHi. OTMEYeHO, YTO [ BCEX HMCCIEJOBAHHBIX MBLIBLEBBIX
3epeH XapaKTepHO (POPMHUPOBAHNE MEPUILIA3MATHIECKOTO TPOCTPAHCTBA
MEX Ty KaJJI030H U I1a3MalieMMOH, B KOTOPOM HAIHHAIOT (JOPMHUPOBATH-
sl IPUMAK3UHOBBIN MaTPUKC U IPUMAK3uHA. [loka mpoucxonut pa3Merka
U GOpPMHUPOBAHUE MMATTEPHA IKTIK3UHBI, allePTYPHBIE 00JIACTH OCTAIOTCS
noutu 0e3 u3mMeHenuii. [lepen pacTBopeHreM Kayio3bl IporcXoauT (op-
MHPOBaHHUE alepTypHOH NMPOOKM M 3HIAK3UHBIL. [Ipn pacTBOpeHnu kan-
JI03bI MUKPOCTIOpA OKa3bIBAETCSI OKPYIKEHA TOJICTOI 000JI0UKOM 110 BCEMy
nepumeTpy. [Ipu co3peBaHUM TBIIBLIEBOrO 3€pHAa B 00JIACTH amnepTypbl
HauyMHaeT (GOpPMUPOBATHCS HMHTHHA, KOTOpas K MOMEHTY PacCKPBITHS
NBUIBHUKOB BBITECHSET alepTypHYIO MPOOKY M3 MPOPOCTKOBBIX MOP —
MeCT BBIXO/Ia MBUIBLEBON TPyOKH. TOIbKO IpH (POPMHUPOBAHUU HAPYIKHO-
TO CJ10S1 HHTHHBI HEKOTOPBIX OAHOAOJIBHBIX TPOUCXOJUT HEMOCPEACTBEH-
HOE MpeoOpa3oBaHue anepTypPHOH MPOOKH B CIIONKHO OPraHU30BAHHYIO
MHOI'OCJIOMHYI0 HHTHHY.

BBEJEHUE

PazBuTne cropojiepmMbl IBETKOBBIX PACTEHUN K HACTOAIIEMY BPEMEHH YIKe
JIOCTaTOYHO XOPOIIIO W3YUYEHO y psna mpencraButeneit. O0o0eHre HaKkoIIeH-
HOW MH(OPMAIIUH TO3BOJIUT BRIPA0OTATh €AMHBIN IIJIaH U SI3bIK OITUCAHUS TPOUC-
XOJISIIIMX B Pa3BUTHUU 00O0JIOYKH MBUTHIIEBOTO 3€PHA MPOLIECCOB, YTO JACT OCHO-
BaHHE JJIsI 00JIee MIOOTBOPHOTO UCIIOIB30BAHUS MMEIOIIETOCS MAacCUBa ajIu-
HOJIOTMYECKUX ITPU3HAKOB JIJIS IEJICH CHCTEMAaTUKH U GpuioreHnu. B Hacrosmieit
paboTe pacCMOTPEHBI OITyOJIMKOBAaHHBIE JJAHHBIE OTHOCHTEIIFHO (POPMUPOBAHHUS
CIIOPOAEPMbI MOHATHBIX TBLIBIIEBEIX 3€PEH, 0e3 ydeTa 0cCOOEHHOCTeH cOOpHOU
MBUTBITBL (WA, TETPaJ, MOIUaI, MOJJIUHUEB, MOJUIMHAPUEB U IICEBIOTETPA).
OcHOBHOIi yniop czesiaH Ha (h)OPMUPOBAHUU THITMYHOMN CIIOPOJCPMBI, BCTpeya-
IOIIEHCs y HAMOOJIBIIETr0 KOJUYECTBA M3y YCHHBIX BHJIOB I[BETKOBBIX PACTCHHUH,
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obmagaronux 60pO3THEIMU, OOPO3THO-OPOBBIMH, TIOPOBBIMH, CYJIBKATHBIMH H
OMHHAIepTypHBIMU (Oe3arepTypHBIMHU) MBUIBLEBEIMH 3€PHAMH.

[Tpouecc opmupoBaHUS MYKCKOrO ramMeTo(ura IBETKOBBIX pPacTEHUI
(IBLIBLEBOTO 3€PHA) BKIIOYAET CIEAYIOIINE ATaNbl: (JOPMHUPOBAHUE CIIELUATb-
HOM KaJUIO3HOH 000JI0YKH MaTEPUHCKON KJIETKOH MHUKPOCIIOp, MeH03 MaTeprH-
CKOW KJIETKH MHUKpOCIop, GopMUpOBaHUE TETPaJbl MUKPOCIIOP, PACTBOPEHHE
KaJUTO3HOW 00O0JIOUKH M BBICBOOOXKJICHHE MHUKPOCIIOpP M3 TE€TPaJbl, BAKyOIH3a-
Ul MEKPOCIIOPBI, Pe30pOIs IEHTPAIbHON BaKyOJIH, EPBBII MUTO3 MUKPO-
CIIOpBI, BTOPOH MUTO3 MHKPOCIOPHI, JETHAPATAIMS IBIIBIEBOrO 3epHa U 00-
pazoBaHMe CIEPMHEB, pocT MbUIbLEBOH TpyOkH (Clement et al., 1998; Ariizumi,
Toriyama, 2011; Firon et al., 2012). ®opMupoBaHue criopoepMbl 3aHUMAET TIPO-
MEXKYTOK BpeMEHH OT Melio3a U (hOPMUPOBAHUS TETPAbl MUKPOCHIOP JI0 MIEPBO-
T'0 MUTO3a U JIeTHUIpaTaIlUH MTBLIBIEBOTO 3epHa (puc. 1).

Mamepunckue xnemku muxpocnop. Ilpn nuddepeHnnanuy TKaHel IbLTb-
HUKa CaMble BHYTPEHHHUE KJICTKH B ONpPEICICHHBI MOMEHT HAaYMHAIOT OTKJIA-
JBIBaTh BOKPYT ce0sl KHApYy>Kd OT IJa3MajeMMBbl CHENHalbHYI0 KaJIO3HYIO
000710uKy. B pesynbrare kaxaas U3 MaTepUHCKUX KIETOK MUKPOCIIOp TepsieT
CBSI3b C COCEIHMMU KJIETKaMU U olapuBaetcs (Ha cpezax — okpyrisiercs). [lox
3alIMTON KaJUIO3bl B MATEPUHCKHUX KIIETKAX MHKPOCIIOpP NMPOMCXOJUT MEHO3.
[Tpu 5TOM MHKPOCHOPOTeHE3 MOXKET MPOHMCXOANUTH TEM HIIM MHBIM CIIOCOOOM
(cuMyIBTaHHBIH, CYyKIIECCUBHBIN, CMEIIAHHBIH), B pe3yJibTate (hopMUpYeTCs Te-
Tpaja MUKPOCIIOp (TeTpadApuuecKas, KBaapaTHas, JIuHeiiHas, T-o0pa3Has uiu
WHOTO TUMA). Bee 9T0 BpeMst Kaio3Has 000J109Ka MPOA0IKAET OTKIIAIBIBATHCS,
4acTO MOXKHO Pa3JIMYUTh 1O AIIEKTPOHHON TUIOTHOCTH KaJlIo3y MaTepUHCKOI
KJICTKH MHUKPOCIIOp W Kayuto3y cobctBeHHO MuKpocmopsl (Kreunen, Osborn,
1999; Zolala, Polevova, 2009).

Tempaonwiii nepuoo (puc. 1, tTadn. 1). [Tocie Toro, kKak Kaxaas MUKPOCIIO-
pa OTIIOKHUT BOKPYT ceOsl CIIOM KaJIo3bl, MEXy HEH M IMiIa3MaleMMON CTaHO-
BUTCSI 3aMETHBIM TEepUIIIIa3MaTnyeckoe MpocTpaHcTBO. CHavyaia OHO Y3KOe M
AJIEKTPOHHO-IIPO3paYHOE, TOPA3JI0 CBETIIEE, YeM JIaXkKe DIICKTPOHHO-TIPO3HATHASI
Kajuto3a. 3aTeM B HEM HAYMHAIOT BBISBISATHCS HEOIXHOPOIHOCTH: 3JIEKTPOH-
HO-TJIOTHBIE TPaHYJIbl MPUMIK3HHBI M CIOHCTBIA W/WIM MATHUCTBIA MaTPUKC
MPUMAK3HUHBI, B KOTOPBIH 3TH I'panyiibl norpyskens! (Takahashi, Kouchi, 1988;
Takahashi, 19896). I'panyms! oTnu4aroTes o pazmepam, GopMe U pacCTOSHUIO
MEX]ly COCETHUMH DJICMEHTaMHM, YTO COOTBETCTBYET PaCCTAHOBKE MPOTOCTOJI-
OMKOB B (hOpMUPYIOIIEHCS YK3UHE.

VY H3y4eHHBIX PACTEHHH C MOABOTHBIM ONBUICHHEM H CIIEIOBATEIBHO, pe-
DYLIUPOBAaHHON 3K3MHOMU, HA CTaJJMH PaHHEH TeTpabl OCTAHABINBACTCS PAa3BH-
THE PUMAK3UHBL. B nanbHeiimemM MaTprUKC TPUMAK3UHBI IO BCEH MOBEPXHOCTH
MHUKPOCIIOPBI HEMHOTO yTONIIAETCS ¥ TpeoOpa3yeTcsl B MHTHHY, CIIOpoJepMa He
COZICPKHUT CHIOPOTIOJIIICHHH. Bee mblblieBoOe 3¢pHO HAJI0 CYMTATh OMHUANIEPTY P-
HBIM, JTUIIEHHBIM 3k3uHBI (Osborn et al., 2001).
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DYHEIMOHNPOBAHHE ANEPTYPHON mpohin

Puc. 1. Cxema neprogu3zariy GopMUpOBaHUs U GYHKIIHOHUPOBAHUS MYKCKOTO raMeTodu-
Ta BETKOBBIX PACTEHUI 1 (POPMUPOBAHUS CIIOPOAEPMBI K OOPO3JIHO-OPOBOH allePTyPhI: CTAIHS
1 — matepuHckue KieTku Mukpocnop (MKM); 2 — cranus Hadana OTIOKEHUS KaJJIO3HOH 000-
JIOYKU W OIIapUBaHUS (OKPYTJIEHHUS M MOTEpHU cBs3eil Mexxy coceqnumMu MKM) mMaTepuHckon
KJIETKH MUKpOCHOp; 3 — craaus Melo3a; 4 — cTagusi TeTpaabl MUKPOCIIOP, OKPYKEHHBIX KaJ-
JI03HON 000JIOUKOI; 5 — pacTBOPEHHE KaJJIO3bl, PAciaj] TeTpaabl MHKPOCIOp (IIOCTTETpagHast
cTaaus); 6 — cTagus BaKyoJn3aluy, GOpMHUPOBAHMS LIEHTPAJIbHON BaKyolau (TOHOIJIACTA) U ee
pe3opraHu3anus; 7 — cTaJus NepBOro MUTO3a, IPEeBpaIleHIe MUKPOCIOPEI B MOJIOJ0 MY KCKOI
raMeToGuT MBUIBLEBOE 36PHO, B ’TOM COCTOSHUHU JBYXBSJCPHOTO MBIIBIEBOIO 3epHA IPOUC-
XOJUT BBICBOOOKIEHNUE T1.3. U3 TTOJOCTH MBUIBHUKA Y HEKOTOPBIX BUAOB; 8 — CTaANs BTOPOTO MHU-
TO03a, TPEXKJIETOYHOE IBUIBLEBOE 3epHO; 9 — CTaaus IPOpaCTaHUs NBIIBLEBON TPYOKH; CTa UK
¢ 4 mo 8 BkITI04UAIOT B ce0st mporecc GopMupoBaHHs ciopoaepMbl. PopMupoBaHHEe MPUMIK3UHEI
U pa3MeTKa MecT OyIyIMX anepTyp NPUXOAUTCA Ha CTAUIO paHHEH TeTpanabl (A). 3amoxeHne
anepTypHOH MPOOKH IIPOUCXOAUT B MAaTPUKCE IMPUMOIK3HHBI Ha CTaaAnu cpeqHed Terpansl (B).
dopmupoBaHne anepTypHOIl MPOOKH U 3aJI0KEHNE SHAIK3UHBI B BHJIE JTAMEII C OCIBIMU JIH-
HUSIMH ITPOMCXOJUT B NPOIECCE PACTBOPEHHSI KAJII03bl, HA CTaJUH MO3HEN TeTpaabl U paHHEH
noctrerpans! (C). 3anokeHne HHTHHBI TPOUCXOAUT HAa CTAAMH CPEAHEHl MOCTTeTpasl, KOraa
MIPOMCXOJUT MEePBBIIf MUTO3, 3aKJIaJbIBaeTCs NepBasi Mexkiaerounas crenka (D). Pa3pacranune
HMHTHHBI 110 BCEH TOBEPXHOCTH MBUIBLEBOTO 3€PHA M yTONIIEHNE HHTUHBI oA anepTypamiu (E)
MOXET OBITh PacTSHYTHIM BO BpeMeHH HporueccoM. [IpopbIB HHTHHOW anepTypHOH MPOOKH B
MIPOPOCTKOBOI Nope 1 hopMupoBaHue 60PO3THO-0pOBOH anepTypsl (G) XapaKTEPHO TOIBKO IS
aToro aneptypHoro tuna. Ha ctaausx ¢ 4 no 7 u ¢ B 1o E aneprypnas npoOka akTHBHO paboTaet
U XOopomo BbIsIBIsieTCs Mopdonorndecku. O6o3HaueHus: 1-9 — yepHBIN LBET — s7pa, CBETIO-
CepBIi — IIPOTOMJIACTHI KJIETOK, OBl — Kaui03a U Bakyolb; A-G — TeMHO-CepBIil — SKTIK3UHA,
CepbIil — 9HASK3MHA U IPUMIK3HHA, CBETIO-CEPbIil — MPOTOIIIACT KIETKHU, OBl — HUHTHHA.

Bo mHOTHX paboTax oTmMeudaeTcs, 9TO B 00JacTH OynyIIei anepTypsl, e-
PHUILIA3MaTHYECKOE MPOCTPAHCTBO 3aMETHO TOHBLIE MIIM BOBCE HE PA3IMUNMO,
B OTJIMYMH OT BHEANEPTYPHBIX 0OnacTsx. ToHKoe mepuraazMaTHieckoe mpo-
CTPAHCTBO C 2JIEMEHTAMHU ITPUMIK3HHBI BBISIBISICTCS B 00JI1aCTH allepTypbl 00bIY-
HO y TBUIBLIEBBIX 3€PEH C anepTypol, 3aHMMaloNIell TIOYTH BCIO TIOBEPXHOCTh
nuctanpHON monmycdepsr (Owens, Dickinson, 1983; Gabarayeva, Grigorjeva,
2010a). IlpoTocTonOuku B amepTypax He 3aKiaablBaloTcs. Eciau 3amokeHue
MIPOTOCTOJIONKOB IIPOUCXOIUT 1O BCEH TTOBEPXHOCTH MBUIBLEBOTIO 3€PHA, TO K-
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Taoauua 1. AnepTypHble TPOOKH 1 anepTypbl HEKOTOPHIX BHUJIOB
pacTteHnii o naHHeIM TOM.

101 Janowenne aneprypul Aneprypuas npobea Tosri spenas anepTypa
Alfiaria petiolan " 0 }
(M. BIEB.)
CAVARA,
GRANDE

-

Myosoris
pelustris (1)
Math.

Nicetiana
ferbacim L.

.I’rrm':;
hegoniifolia
(Wall.) Lindl.

Quercus robur
L.

Svenpdivinen
offucurale L.

11 12

JlnmHa MacmtabHOTO OTpe3Ka Ha pororpadusx 1, 4, 8 — 1 Mxm; Ha pororpadusx 2, 3,5, 7, 9,
10, 11, 13 — 0.5 mkM; Ha poTorpaduu 6 — 2 MmxM; Ha GoTtorpadun 12 — 0.2 MKM.

30anepTypel He (HOPMUPYIOTCS, YTO OJJHAKO HE MEIIAET PA3BUTHIO BHYTPEHHHX

SHJ0ANEPTYP U B JajibHeHIeM — Kpunroaneptyp (Zavada, Anderson, 1997).
CreylomuM BaXHBIM JTalloM B Pa3BUTHU CIOPOACPMBI SIBISETCS TI0-
SIBJICHUE JIaMeJlT ¢ 0enoil uHuei. OHU TOSBISIOTCS KaK YYaCTKH YIIJIOTHEH-
HOH I1a3MalieMMBbl C SIPKUM O€JTbIM MPOMEXYTKOM MKy TEMHBIMH H CIIeT-
Ka ytoimeHHbIMU crosimMu (['abapaesa, 1987; ['abapaeBa, 1997) u 3HaMeHYIOT
323



co0ol cepeuHy TETPajHOro IEpHoia U Hadajao (pOpMUPOBAHUS IHAIK3UHBIL.
Ha sror nepmox npuxoxutcs u ¢GopMHpOBaHHME amnepTypsl. MHorma chaua-
Ja BOKpYT obnacTu Oyaylield anepTypbl 3aMETHO OTXOXACHHUE IJIa3MajeMMbI
BHYTpb — CKJaJka Ha Mecte anepTypsl (Horner, Pearson, 1978; ['aGapaesa 1987,
laGapaesa, 1997; Meiiep-MenuksiH u jap., 2004; Gabaraeva et al., 2012a) wiu
pacIupeHre CBETIIOr0 NEepUIlIa3MaTHIeckoro MpOCTPAHCTBA B JTMH30BUIHOE
temo (Takahashi, Kouchi, 1988; Gabarayeva, Grigorjeva, 20106). ®opmupyetcs
LIMPOKAs MOJOCTh, TAE 3JEMEHTBI IPUMIK3HHBI HE JOCTUTAIOT CIIOPOACPMBI, U
TOJIBKO 3aTeM 37eCh MOSIBISIIOTCS JaMelibl ¢ Oenbivu uHusIME (Gabaraeva et
al., 2009a, 6). Y HEKOTOPBIX 0OBEKTOB OTMEUYACTCSI IPUYPOUYCHHOCTD MEPBBIX JIa-
MeJIJI ¢ OeNTBIMU JIMHUSIMHE K niepudepun aneptypHoit oonactu (Horner, Pearson,
1978; Takahashi, 1987; Kreunen, Osborn, 1999; Meitep-Menuksia u ap., 2004).
VY Apyrux TakCOHOB BBIABIICHO ()OPMHUPOBAHME JIaMEIJI C OEIBIMU JIMHUSIMHU 110
Bcell moBepxHocTH MuKpocnopsl (Hess, Frosch, 1994; Gabarayeva, Grigorjeva,
2010a), nnu Tonbko BHE anepTyp (Taylor, Osborn, 2006).

Ha craguu nosgHei TeTpajsl, nepe pacTBOPEHUEM KaJlIo3bl BCe MpoIec-
CBbl pa3MeTKd U (POpPMUPOBAHUS KapKaca MaTTepHa SKTIK3MHBI 3aBEPIIAIOTCS.
IToxpoB, CTOMTOMKH, TOACTUIAIONTHN CJIOW W HAATIOKPOBHBIC 00pa30BaHUs TME-
I0TCS, U B JaJbHEHIIEM MPOUCXOAUT TOJBKO MX 3KCTEHCHUBHBIM POCT 3a CUET
CIIOPOIIOJIJICHNHA, MOCTYIAIOIIEr0 U3 MOJIOCTH IBIJIBHUKA TOCIE PACTBOPCHUS
kayio3bl. Hanbomnee BaxHble coObITHSI (HOpMOOOPa30BaHUs CIOPOAEPMBI IIPHU-
yPOUCHBI K BHYTPEHHHUM CJIOSIM 000JIOUKH.

UroOb!I HE OCTaBUTH IJIA3MAJIEMMY OTOJICHHOW TIPH PACTBOPEHUH KaJLIO3bI, K
3TOMY CTPECCOBOMY ISl MOJIOZION MUKPOCIIOPbI MOMEHTY JIAMEJLIbI ¢ OEeIIbIMU JIN-
HUSIMU TIOJICTUJIAIOT BCIO SKTIK3UHY U 0COOCHHO MOLITHO pa3pacTaroTcs B 001acTH
anepTypbl. Bce mpocTpaHcTBO, CBOOOIHOE OT SKTIK3MHBI, 3aHUMAET JIMH30BU/I-
HOE Ha cpe3ax Telo (armepTypHas mpooka). [Ipuuem maxe mpu OTCYTCTBHH CBO-
OOITHBIX MPOMEKYTKOB B DKTIK3UHE (arlepTyp) JIMH30BUAHOE Teso (popMHUpyeTCs
W BHJI0ATIEPTYpa pa3BUBACTCS B MECTaX, COOTBETCTBYIONIMX allePTyPHOMY THITY
KPHIITOATIEPTYPHOTO MBLIBIIEBOTO 3epHa (Zavada, Anderson, 1997). AneprypHas
IpoOKa MMEEeT pa3IMYHYyI0 KOHCHCTEHLUIO M Pa3MEpbl y Pa3HbIX MPEACTaBUTE-
Jiedl, B COOTBETCTBUU C allePTYPHBIM TUIIOM. OOBIYHO OHA CBETAst C OOIBLINM KO-
JMYECTBOM 3JICKTPOHHO-IIJIOTHBIX JIaMeIut ¢ 0enbiMu TuausMu (Horner, Pearson,
1978; Takahashi, 1989a; Rowley et al., 1999; El-Gazaly et al., 2001; Saad-Limam
et al., 2002; Rowley, Skvarla, 2004; Rowley, Skvarla, 2004; Meiiep-MenuksH u
np., 2004, Gabaraeva et al., 20120). [To kpasM anepTyp JTaMeJIbl yIUIOTHSIOTCS B
ANIEKTPOHHO-TUIOTHBIN CIIOW OyIyIIe HIPK3UHBI. Ha moBEpXHOCTH arepTypHOit
MPOOKH MOTYT PacroyiaraTbcsi SJIEMEHThI 3K3UHBI, KOTOPBIE COOTBETCTBYIOT I'pa-
HyJIaM, IIUIaM, ONIepKyTyMaM UK APYTUM CIOPOIOIICHHH-COeprKaluM o0pa-
30BaHUSAM Ha MeMOpaHe anepTyp. AnepTypHas MpoOKa MOXKET ciiaraTbcs TOMO-
TE€HHBIM BEIIECTBOM CpemaHel anekTponHoi miotHocTH (Takahashi, Kouchi, 1988;
Takahashi, 1989; Jimenez et al., 1996; Gabarayeva, Grigorjeva, 20100).
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Tlocmempaonwiit nepuoo (puc. 1, Tadim. 1). [Ipu pacTBOpeHUH Kaaa03bl U BBI-
CBOOOXKIEHUW MOJIOJIBIX MUKPOCIIOpP M3 TETPaIbl 000JI0YKAa MIUKPOCIIOp JI0CTa-
TOYHO MTPOYHA TI0 BCEH MOBEPXHOCTH MUKPOCIIOPHI U B 00J1aCTH (pOpMHpPYOTIIEH-
Csl arepTyphl OHA YaCTO 3aMETHO TOJIIIE 3a CYET anepTypHou nmpobku. Hauano
MOCTETPATHOTO MEPUOA XapPaKTEPU3YETCsl YCUIICHHBIM POCTOM MUKPOCIIOPHI U
ee obomouxu (Firon et al., 2012). DxToK31Ha OBICTPO YTONIIAETCS, YCHIIEHHO Ha-
KaIUTMBAET CIIOPOTIOJNIEHUH, MPHOOpETasl Bce XapaKTepHbIe 0COOEHHOCTH 3pe-
JIOW SKTIK3UHBL. DHJIPK3WHA BO BHEANEPTYPHBIX yYaCTKAX TaKKE MPHHHUMAET
BUJI, XapaKTEePHBIN ISl 3PEJION CIIOPOAECPMBL: YIIJIOTHSIETCS, €ClIM OHa 00raTto
Mpe/ICTaBIICHA B 3PEJIOi CIIOPOJICPME, UITU CBETIICET, €CIIU B 3PEJION CIIOPOIepME
OHa TOHKas UJIH OTCYTCTBYET.

Crnenyrolui 3Tan CTPYKTYPHOH MEPECTPOMKH CIIOPOAECPMbBI IIPOUCXOIUT B
amepTypax: 1o nepudepun anepTypHoOl MpoOKH TuTa3MajeMMa CHOBA OTXOIUT
BrIyOb. Bo Bpemsi mepBoro mMurto3a u (GOpPMUPOBAHHS U3 MUKPOCHIOPHI MYXK-
CKOT0 raMeTOo(HTa — MBUIBIEBOr0 3€pHA, HAYMHAET (OPMUPOBATHCS WHTHHA
(Polowick, Sawnhey, 1992; Romero, Fernandez, 2000; Meiiep-MenuksH u ap.,
2004; Taylor, Osborn, 2006; MarseeBa u zip., 2012). Cro# 21eKTpOHHO-ITPO3HAY-
HOM MHTHHBI OBICTPO YTOJIIACTCS MO allepPTyPON W pacIpOCTPAHSIETCS IO Tie-
PUMETPY BCETO MBLIBIEBOr0 3epHa. OKOHYATETFHOE CO3PEBAHNE MBLIBIIEBOTO
3epHa MapKHUPYeTCs B CTPOCHUHU CIIOPOJIEPMBI BTOPHIM KPUTHYECKHM MOMEH-
TOM — IIPOPBIBOM yTOJIIIIAFOIIEHCS HHTUHOW anepTypHOU MPOOKH B MeCTax JIst
BBIXO0JIa MBLIBIEBON TPYOKHU (B MPOCTHIX allepTypax WU B MPOPOCTKOBBIX I0O-
pax — MecTax mepecedeHus 3KTo- u 3uHjgoaneptypsl) (Rowley, Skvarla, 2007).
[Ipu 3TOM OKOHUaTENIBHO (hopMupyeTcs Gopma u pazmepsl dHp0aneptypsl (El-
Gazaly et al., 2001; Meitep-MemuksH u ap., 2004; MatseeBa u np., 2012), ecim
OHa UMeeTcs. YTONIIEHNe WHTHHBI B HACTOAIIMX alepTypax Ha 3TOM 3Tare
MO3BOJIIET OTIIMYHUTHh UX OT ICEBJOANEPTYP Y reTepOanepTyHBIX MBUIBIIEBBIX
3epen (Bonkosa u ap., 2012), rae sHIPK3UHA YILUIOTHAETCS, HO OCTAeTCs TOJ-
CTOM, @ UHTUHA OCTAETCSA TOHKOW. Y MHOTHX 3PEJIbIX HbLIBLUEBBIX 3€PEH IHIIK-
3WHA COXpaHAeTCs TONbKO B o0iacTu aneptypsl (Weber, Ulrich, 2010). Ctpou-
TEJIHCTBO JHA alepTyphl 3HAYUTEIHHO OTIMYAETCS OT OMHUCAHHOTO CIICHAPHS Y
MIBUTBIIEBBIX 3€PEH C KPYITHBIM CYJIBKYCOM U MHOTOCIIOWHON MHTHUHOW. Y HHX B
MPOIIeCCe PACTBOPEHUSI KAJIO3bI CJIIOH C JIAMEJUIAMH C OSJIBIMU JIMHUSIMHU 3HA-
YUTEIBHO YTONINAETCS M0 BCEMY MEPUMETPY MUKPOCHOPBL. 3aTeM OH audde-
PEHIIMPYETCSl HAa HAPY)KHYIO 4acTh C OCTATKAMHU JIAMEJUT ¢ OCJIBIMH JIMHUSIMU
1 3JIeKTPOHHO-TIPO3PAYHYI0 BHYTPEHHIOI 4YacTh. HapyXHas 4acTh YIIOTHS-
eTcsl U TpaHCPOPMHUPYETCsl B SHAIK3IUHY; BHYTPEHHSS YTOJIIAETCS, OCTAeTCsS
ANEKTPOHHO-TIPO3PAYHON U (OPMUPYET HHTHHY, Y4CTO MHOTOCJIONHYO H CIIOXK-
HO OpraHu30BaHHY0, Kak HarnpuMmep y Ledebouria (Hess, 1993; Hess, Frosch,
1994). B aneptypHOli 00iacTH, T. €. MPaKTUYCCKU [0 BCEU AUCTAIBHOU IMOIY-
cdepe, MHTUHA OYEHb CHJIBHO YTOJIIASTCS 32 CYST MHTCHCUBHOTO, B BUJIC TIPO-
TyOepaHIIeB, 3K30IMTO3a My3aPbKOB C 3JICKTPOHHO-ITPO3PAYHBIM COACPIKUMBIM.
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B nanpHeieM 0cTaTKH 3TUX TPYOKOOOPa3HBIX DJIEMEHTOB HE HCUYE3al0T, & Map-
KUPYIOT TOJCTYIO SK3UHTUHY (HAPYKHYIO MHTHHY) C XapaKTEPHBIMH PaHAaIb-
HbIMU KaHajamu kak y Chamaedorea u Ledebouria (Hess, 1993; Hess, Frosch,
1994; Gabarayeva, Grigorjeva, 2010). Ha ocHOBe Takoro THMa MmocTpOSHUs CIO-
POIEPMBI JIETKO (POPMUPYIOTCS Oe3anepTypHBIC MBLIBIEBBIC 3¢PHA, KOT/a PEIIKO
paccTaBJiCHHBIE 110 BCEH TOBEPXHOCTH 3JICMEHTHI 3K3UHbBI MACKUPYIOT CYJIBKYC,
XOPOIIIO 3aMETHBIN 110 HAJUYUIO0 KaHAJIbYaTOW 3K3UMHTHHBI HA TUCTAJBLHOM I10-
mioce, Harpumep y Trillium u Heliconia (Stone, 1979; Takahashi, 1987).

3AKJIIOYEHUE

B npormecce o0pa3oBaHuss MEKPOCIIOPHI U3 MAaTEPHHCKON KJIETKH W Jajlb-
HeHIero ee mpeoOpa3oBaHUs B MBUTHIIEBOE 3€PHO KJIETOYHAS CTEHKA BBITION-
HSIET Ba)XKHEWIUEe (PYHKIUU (HAPYXKHOT'O CKeJeTa W IPOBEICHUS BEIUICCTB),
HEMPEPHIBHO M3MEHSISI CBOE CTPOCHHE M XMUMU3M. Meio03 MPOUCXOaUT TMOJ 3a-
IUTON Kayuto3sl. HawampHbIe 3Tanmsl (OPMUPOBAHUS MHUKPOCIIOPHI MPOXOIST
IT0]] TIOKPOBOM TLIa3MaeMMBbl M KaJJIO3bl, 3aT€M K HAM J00aBJISETCS MTPUMIK-
3uHa. B mpomecce pacTBopeHUs Kaiino3bl 000I09Ka MUKPOCIIOPEI TTPEICTaBIIe-
Ha XOpomio chopMHUPOBAHHOW 3KTIK3WHOW M anepTypHOH MPOOKOH, KOTOPYIO
(hOpMHUPYIOT DIIEMEHTBI SHAIK3UHBI (MATPUKC U JIAMEIUJIbI ¢ OCITBIMU JIMHUSIMHU).
IIpu mepBoM MHUTO3€ K HUM A00aBIsieTCs MHTUHA. B miporiecce ObIcTporo pocra
00pemMa MOJIOZIOTO MBIIBIIEBOTO 3€PHA, €70 BAKYOJIN3AINH U JeTUIpaTaIlii Mpo-
HCXOIAT CTPYKTYpPHBIC U3MEHEHUS yXKe OTIOKHBIINXCS CIOEB B CIOpOJEpME:
YTOIIICHHUE AIEMEHTOB SKTIK3WHBI 1 0COOEHHO HAJIIMOKPOBHBIX CKYJIBITYPHBIX
SJEMEHTOB 3a CUET OCAXKICHUS CIIOPOIOJICHUHA TAleTaJIbHOTO MPOUCXOXKIC-
HH U3 NTOJIOCTU MbUJIBHUKA, YIIJIOTHCHHUEC JIaMEJLI C 6eJ'II)IMI/I JJUHUAMU B I'OMO-
TeHHYIO DHIDPK3HMHY, HEIPEPBIBHYI MM IMPEPBIBUCTYIO, BBITECHEHUE JIAMEILI
SHPK3WHBI HHTHHOH 110 BCEMY IIEPUMETPY MBLIBIIEBOTO 3€pHA, B allEPTYPe HITH
TOJIBKO B TIPOPOCTKOBOM TIOPE.
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IMPORTANT STAGES OF FORMATION OF DIFFERENT LAYERS
AND SPORODERM AREAS IN ANGIOSPERMS

S.V. Polevova

Morphological regularities of sporoderm are considered on an example of pollen
grains of different types of aperture on the published results of transmission electron
microscopy. It is noted that all the studied pollen grains is characterized by the formation
of the periplasmic space between the plasma membrane and callose, in which primexine
matrix and primexine begin to form. Aperture areas remain almost unchanged during
marking and formation of ectexine. The formation of an aperture bung and endexime
occurs before dissolving callose. Microspore is surrounded by a thick membrane around
the perimeter during the dissolution of callose. Intine begins to form in the aperture dur-
ing the pollen grain maturation. Intine displaces the aperture bung from seedling pores
(pollen tube exit site) at the time of opening the anthers. The direct conversion of the
aperture bung in the hard-organized multilayer intine occurs only during the formation
of the outer layer of intine of some monocots.
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