S Ne Ya

)
‘O

s B RNy 5 9| —T. hakonensis (JYS)

B . brandti (RVB)
10.®. Ka pTa Bile B_@{T. brandti (RUR)

Pseudaspius leptocephalus

[T. ezoe (JFT)
101 6708 (RUL)

1=

LT, brandti (JHA)
% T, brandtii (JFU)
T, brandtii (JYM)
108 0
—"—{_ T, branotii (JFA)
—T. hakonensis (RVD)

o1 T hakonensis (JSB)
T. hakonensis (JMO)

uoporoqLL§

v &y 9T hakonensis (JYY)
& hakonensis (RUL) __|

@ oxinus lagowskil steindachneri
s oxycephalus fouyl

@ « sachalinensis (JHK)

L “Fenurs {

'Far Eastern Leuciscus |

MONEKYNAPHASA
3BONOUUA

N NONYINALUMNOHHAA

.

FrEHETUKA y

&

(U8 hellenicus

?7 drophthalmus

~ Pseudophoxinus st. thesproticus

~— Pachychilon macedonicus

C Phosinus phoxinus ] proyinus

Zacco platypus
Cutter mongolicus

Hemiculter leucisulus
Ctenopharyngodon idella

8

Hypophthalmichthys molitrix

Carassius aurg Bn aaANBOCTOK -

pmn®

SAUIXOU
uioiseny 1eq

RVD)

m
&
-
T

(@]

European

seuosionos] uIgisSe le_|

seuosiona] ueadoin=

2008

seunsIoNaT] Ajluieigns



Poccuiickas Axagemus Hayk MunucrtepctBo oopa3oBanusi PO
JlanbHEBOCTOYHOE OTEIICHUE J1anbHEBOCTOUYHBIN IOCYAaPCTBEHHBIN
WUucTutyT OMosnoruu Mops YHUBEPCUTET

HO.®. Kapmasuee

MOJIEKYJIAPHAA 3BOJTIOLUA LN
NMONYJIALNOHHAA TEHETUKA

PexomennoBano
VYyebHo-MeToanueckum o0beauHeHneM MunuctepcTBa oOpa3zoBanus Poccuiickoit
denepanuun
B KayecTBe y4eOHOro nocoOus AJisi CTYJIEHTOB BBICIIMX YUEOHBIX 3aBE/ICHUH,
U3YYaloLUX KypChl

«[TomynsimuonHas renetukay, «O01mas renetukay u «MosekysipHast OUOIOTHs



YK 576.1+551.7+575.17+575.224.4
bBK
K

N3nanue ocymiecTBieHo pu GrUHAHCOBOM moaepxkke « HayuHno-o06pa3oBaTeIbHOTO IICHTPa MOPCKOM

ouotel» JABI'Y

PenensenTsr:
akanemuk PAH, 1.6.H., mpodeccop FO.H. XKypasnes;
k.0.H., c.H.c. K.A. Tpysenep, k.0.H., c.H.c. B.B. Edpemon

OtBercTBeHHbIe penakropsl: 1.0.H. V.B. Kaprasnesa, k.6.H. O.I'. Kopenn

10.®. Kaprasues
MonexynsipHast 5BOJIONMS U TTOMYJISIITUOHHAS TeHEeTUKa: Y 4eOHoe mocodue. — BiaauBocTok:
N3patenscTBO JanbHEBOCTOYHOTO TOCYIapCTBEHHOTO YHUBEpPCUTETA, 2-¢ u3a. 2008. 25 m.j. un. 182,

ouoI. — 562.

YuebHoe nmocobue nmpeHa3HaueHo I CTYACHTOB CTapIINX KypCOB, 00yJaronuxcs B
YHHMBEPCHUTETaX M0 OMOJIOTHYECKHUM CIelualbHOCTAM. KHHUra MOXXeT peAcTaBIsATh TaKXKe HHTEpeC IS
LIMPOKOU ayAUTOPUU CIELUATUCTOB, HHTEPECYIOLIUXCS TCHETUKOM U DKOJIOTUEN MOy,
npobiaeMaMu BUa ¥ BU1000pa3oBaHus. B 16 rmaBax u mpakTHUECKUX 3aHATUSAX paccMaTpUBaeTCs
HIMPOKHM KPYT BOIIPOCOB MTOMYJIALIMOHHOM, 3BOJIIOLIMOHHON U DKOJIOTUYECKON T€HETHKH C IIPUMEPAMHU

U3 Pa3IMYHBIX TPYII OPraHU3MOB, HO MPEUMYIIECTBEHHO MOPCKHUX KHUBOTHBIX.

(C) UzpatennbcTBO JambpHEBOCTOYHOTO TOCYIapCTBEHHOTO yHUBEpcuTeTa, 2008

(C) 10.®. Kaprasues



OznaeneHue

lnasa 1. 3BOJIOLUNOHHAA UCTOPUA XKNU3HU.

1.1. I'maBHBIE 3TAIBI B T€OJIOTHUYECKON DBOJIIOIINU 3EMIIH.

1.2. [TaneoHTONOTUYECKHE JATUPOBKH IBOJIOIUH.

1.3. MosexysipHO-0HOIOTUYEeCKHE JaTHPOBKH.

1.4. 3amanus 1uisi caMOOOPA30BAHUS U TTPAKTHKH.

lnasa 2. MATEPUAJIBHBLIE OCHOBbLI HACJIEACTBEHHOCTW.
2.1. CtpykTypa XpoMOCOM.

2.2. Meiio3 u popMHUpOBaHHUE raMeT.

2.3. MeuneneBckas reHETHKA.

2.4. ToHkas cTpykTypa reHa. Myranuu u MOAH(pUKAIIAH.

2.5. IlpakTrueckoe 3aHsTHe 2.

Inasa 3. TPAHC/ISLMSA TEHETUYECKON MHO®OPMALMW. BBEAEHWE B
[TIPOTEOMUKY.

3.1. KOMIIOHEHTBI, KpUTUYECKHE JJISi CHHTE3a OEJIKOB.
3.2. lIpouecc Tpancasuuu: ot JHK no nonunentuaa.
3.3. HacnencTBeHHOCTD, O€MKU U (DyHKITHSL.

3.4. BBeneHue B IPOTEOMHUKY .

3.5. I[Ipaktuueckoe 3anarue 3.

nasa 4. UMMYHOIEHETUYECKUN AHAJTING U SBOJTKOLUMOHHBIE PACCTOSIHMA.

4.1. BBeneHue B HUMMYHOT'€HETHUKY.
4.2. HacnenoBanue MMMYHOTE€HETHUECKUX MPU3HAKOB U MOIMYJISALUOHHAS U3MEHUYNBOCTb.
4.3. IMMyHOT€HEeTH4ECKOE JaTUPOBAHKUE SBOIIOLUH.

4.4. latupoBaHue BOJIIOLUH ITOCPEACTBOM aHAIN3a IEPBUYHOM MOCIET0BATEILHOCTH
AMHHOKHCIIOT.
4.5. [Ipaktuueckoe 3aHsTue 4.

nasa 5. BUOXUMNYECKAA NEHETUKA.

5.1. BBeneHue B METO/Ibl aHAJIN3a U3MEHUYUBOCTH OEIIKOB.
5.2. 'eneTnueckasi MHTEPIIPETALMs U3MEHYMBOCTH OCIIKOB.
5.3. 'eneruka u3o0pepMeHTOB.

5.4. DBoIOLHMS PETyJSILUKA T€HOMA.

5.5. [IpakTuueckoe 3aHsTHE 5.

lnasa 6. TEHbLI, MYTALUWN 1 SBOJIFOLNA.

6.1. BBenenue B mpoOIeMaTHKy UCCIICAOBAHMS My TallUH.

6.2. CTpyKkTypa U (yHKIIMH F€HOB.

C. 4

C.13

C.23

C.39

C.54

C.67



6.3. Tunsl MyTanuii Ha ypoBHe JIHK.

6.4. MyTtauuu 1 3aMeHbl AMHUHOKHUCIIOT.

6.5. Temn myTanuii.

6.6. IIpakTuyeckoe 3ansrtue 6.

lnasa 7. TEHETUYECKUWE ACIEKTbI BUJOOBPA3OBAHUAL.

7.1. O0mumii reHeTUYECKUI TTOXO/I: TEPCIEKTUBBI U OTPaHUYCHUS.

7.2. Kaxue nannble HeoOxomuMbl? KakoBa 0a3a maHHBIX?

7.3. Konneniuu Buna. O0630p TuTepaTypHbIX JaHHBIX MO T€TEPO3UTOTHOCTH U PACCTOSIHUSIM.
7.4. Monenu BUI000pa30BaHus: MOMYISITHOHHO-TEHETUICCKUN B3TIIA/L.

7.5. IlpakTryeckoe 3aHsTue 7.

Inaea 8. MNOMNYJIAUNOHHO-FTEHETUYECKAA CTPYKTYPA BUA.
8.1. [lomynsroHHas CTpyKTypa OMCEeKCyalbHBIX BUIOB.

8.2. Tunbl BHYTPUBUAOBOM CTPYKTYPBI.

8.3. [IpuHIMIIBI HCCNeAOBAaHUS BHYTPUBHUIOBOM CTPYKTYPBHI.

8.4. IloneBoe NOMyIsAIMOHHO-TEHETUYECKOE UCCIIEI0BAHKE.

8.5. IlpakTuueckoe 3austue 8.

nasa 9. AHAJIN3 TEHETUHECKOIO PASHOOBPA3UA BHYTPU BULA: TEOPUA U
OfIbIT.

9.1. OCHOBHBIE TEHETUYECKHUE TTapaMETPhI MOMYISIUOHHOW H3MEHYHBOCTH.

9.2. KonnuectBeHnHsie Mephbl AuQdepeHnauu.

9.3. Monenu nonyJissuOHHON CTPYKTYpHI.

9.4. DMnupuyecKue OLEeHKH TapaMeTPOB.

9.5. IIpakTnueckoe 3anstue 9.

aea 10. ECTECTBEHHAA TMBPUOANSALNA MW MHTPOIMPECCUA B NPUPO/E.
10.1. Yto Takoe THOpHIBI U B YEM CYTh TUOpHUIU3ALINN?

10.2. MeTop! ornpeienieHus: TMOpUAN3aLnH.

10.3. T'eneTnveckre N3MEHEHUS! B THOPUIHBIX TTOMYJISAIHSIX.

10.4. DMnupuvecKre UCCiae0BaHus THOPUIHBIX 30H.

10.5. TIpaktnueckoe 3ansitue 10.

asa 11. KOJIMHECTBEHHBIE NMPU3HAKU: HACJIEQOBAHUWE W 3BOJIFOLNA.
11.1. KonnuecTBeHHasi ”3MEHYUBOCTD U €€ 3aKOHBI.

11.2. T'unoTe3a MHOKECTBEHHBIX (DAaKTOPOB.

2 2
11.3. 'maBHBIE 3214l TEHETHYECKOTO UCCIIEIOBAHUS KOJTMYECTBEHHBIX IPU3HAKOB: G py, G G, CV,

h? u pyrie nepeMeHHsIe.
11.4. HacnemyeMocTb.

C.82

C.103

C.118

C.134

C.157



11.5. KaptupoBanue m0KycoB KonmmuecTBeHHBIX Tipu3HakoB (JIKIT). Dsomrorus JIKII.

11.6. IlpakTnueckoe 3ansatue 11.

Inasea 12. TEHETUYECKWN TOMEOCTAS3, TETEPO3MC U TETEPO3UIOTHOCTB.
12.1. KoHnenuusi reHeTHYeCKOro roMeocTasa.

12.2. I'eTepo3uc U reTepo3uroTHOCTb.

12.3. OMnupudeckue pe3ysIbTaThl U HUHTEPIIPETALIUS.

12.4. ITpakTueckoe 3ansatue 12.

nasa 13. MNOJIMMOP®U3IM AHK BHYTPU U MEXXKAY MOMNYITAUNAMMN.

13.1. TTomumopdusm nocnenosarensuoctu JTHK. Hykneotnnnoe paznooOpasue u P-paccTosiHUE.

13.2. ITonumopdusm JIHK, omieHeHHBIH 10 peCTPUKIIMOHHBIM CaliTaM.
13.3. IMonmumopdusm muabl JJHK. Teopus u HabmroaeHMS.

13.4. uBeprennus nonynsauuii Ha yposHe JJHK.

13.5. IIpakTuyeckoe 3auarue 13.

lnasa 14. ®UTIOMEHETUYECKWE JEPEBbBA.

14.1. Tunsl GUIOreHETUYECKHX IEPEBHEB.

14.2. MeToa MaTpuIbl pacCTOSTHUI.

14.3. MeTobl MapCUMOHUU U MAaKCHMAJIBHOTO MPAaBIOTIOI00MS.

14.4. Ponb mOMysIIMOHO-TEHETHUECKON TEOPHH B IOCTPOCHHUH JIEPEBHEB.
14.5. TlpakTuueckoe 3ausarue 14.

nasa 15. TIPAKTUYECKAA PABOTA C INOCJIEAOBATEJIbHOCTAMU
HYKITIEOTUAOB: PEOAKTUPOBAHUE, PETUCTPALUA, BbIPABHUBAHUE,
KOHCTPYNPOBAHUWE JEPEBBLEB N AHATIN3 ®UTIOMEHEHUN

15.1. PenaktupoBaHue NOCIEI0BATENBHOCTEN U X PETUCTpAlMs B TECHHOM OaHKe.
15.2. ®opmat naHHBIX U JOCTYIIHbIE TeHHBIE OAHKH.

15.3. BeipaBHMBaHME TOCIEN0BATEIBHOCTEN.

15.4. ITonbop onTuManbHON MOJIENH HYKIEOTUAHBIX 3aMEH.

15.5. Tloctpoenue nepeBbeB ¢ moMoIpio rnaketa nporpamm MEGA-3 (MEGA-4). AunoTarus
Bo3MOkHOCTeH nporpamm PAUP, MrBayes u HEKOTOPBIX JpyTHX.
15.6. IIpakTuyeckoe 3auarue 15.

nasa 16. 3BOJIIOLNSA TEHOMA.

16.1. Bo3HUKHOBEHUE U U3MEHEHHE F€HOMA.

16.2. DBOMIOIIMOHHOE U3MEHEHUE pa3Mepa reHoMa.

16.3. ®opmupoBaHHE HOBBIX I'€HOB.

16.4. Tlosropstomuecs JJHK u mynbTureHHbsie cemeiicTna.
16.5. ITpakTnueckoe 3ansatue 16.

Ornasnenue Ha anrmickoM s3bike (Content in English)

C.176

C.191

C.209

227

C.246

C.265



[TpeameTHBINH yKa3aTeab C.269

[MpunoxeHue |. Metoauueckast HHCTPYKITHSL IS CAMOCTOSATEIILHOM PabOThI IO KypCy C.270
«MorekyspHas BOJIOIMS U MOMYJISIIMOHHAS TCHETHKA.

MpunoxeHue Il. Borpocs! mist sx3ameHa 1o Kypey «MosekyisipHas 3BoJtolus U nonyisiuonnas C.274
T'CHETHKA.

MpunoxeHue Ill. OcnoBHas muTeparypa u MHTEpHET-TIOAIEpPIKKA. C.278
MpunoxeHue IV. O0bsicHeHHEe OCHOBHBIX TEPMHHOB. C. 279

MpunoxeHue V. [TonHbIi CIHCOK TUTEPATYPHI. C. 283



[Ipenucnosue

JlanHast xHUTA SIBISETCA y4€OHBIM MOCOOMEM U BO3HUKJIA KaK pe3yibTaT OOBEAMHEHUS
JUYHOTO HCCIEAOBATEIBCKOTO OIbITa B IONYJIALMOHHOM, 3BOJIOLNMOHHOM M OJKOJOTMYECKOH
TeHeTHKe U Oonee ueM 27-JeTHel MPaKTUKK MPEToAaBaHusl CIEIKypca 1Mo STOM MpobieMaTHKe s
CTY/ICHTOB-CTAPIICKyPCHUKOB:  TMPEUMYIICCTBEHHO  JlabHEBOCTOYHOTO  TOCYJAapPCTBEHHOTO
yHuBepcuteta (BnmaauBocTok), a Takke CTYACHTOB [JIBYyX HAI[MOHAJIbHBIX YHHBEPCHUTETOB
pecnyommku Kopest - Kopetickoro mopckoro yausepcutera (Korea Maritime University, Busan) u
Vuusepcurera UYynroyk (Chungbuk University; Cheongju). B mocnennue roasl mis ynoOcTBa
CTYJICHTOB MaTepUaIbl y4eOHOro MocoOus ObUTH aJanTHPOBAHBI K COBPEMEHHBIM KOMITBIOTCPHBIM
TexHonorusM u Kk uteprery. B xone oOyueHus: mpe3eHTalus MaTepuanoB JEeKIuil 0asupyercs Ha
nporpaMMHBIX cpenctBax Mukpocodpr (MS Power-Point), B Xoae NpakTUYSCKUX 3aHITHA
OCYIIECTBIISIETCS OOpalleHne K pa3iuyHbIM MPOrPAaMMHBIM CpPEICTBAM MOMIEPKKHU, TaKHUM Kak
POPULUS, BYOSIS, NTSYS, GENEPOP, ARLEQUINE, MEGA, STATISTICA u npyrum.
[TpoBoasTCs 3aHATUS MO IU(PPOBOMY MOICIMPOBAHUIO M CTATUCTUYECKOMY aHAIHM3Y, BKIIOYAS
oOpailreHne K MHOTOYHCIICHHBIM T'€HETHYECKUM caiiTaM B VIHTepHeTe W, HAKOHEIl, C MPUMCHCHHEM
WHTEPAaKTUBHBIX oOOydaromux mnporpamMM. Kaxknas riaBa ydeOHOro mOCOOHsI COMPOBOXKIAETCA
MPAKTHYECKUM KYpPCOM, C pa30OpKOi aJirOpUTMOB pacdeToB U (pOpMyJi, 3HAKOMCTBOM C ITAKETAMH
IpOrpaMM, PacCMOTPEHUEM KOHKPETHBIX NMPHUMEPOB M pelleHueM 3afad. KHukKHOe HU3JI0XKEeHHe,
KOHEYHO, OTJIMYAeTCS OT JKUBOTO, WHTEPAKTHBHOTO B3aMMOJICHCTBHS BO BpeMsl JICKIIUH W
MPaKTHYECKUX 3aHATUH. Hampumep, kakaas JEKIUs COMPOBOXKAACTCS PA3IesioM, TJ€ CYMMUPYIOTCS
U OOBSCHSIOTCS BCE HOBBIE TEPMHUHBI. B KHHMre BCe ATH paslieibl CBEIACHBI B CICIHAIBHOE
npunoxkenue. OIHaKO, MUCHbMEHHOE HM3JI0KEHHE MMEET CBOM HEOCHOpUMbIEe MpeumylnectBa. OHO
MO3BOJISIET HEOTPAHMUYEHHO BO BPEMEHHU MPOPaldaThIBATh CIIOKHBIC BOMPOCHI, JACT BO3MOXKHOCTh
MHOTOKPAaTHO BO3BpAalllaThCs K HEOOXoAMMOMY Marepuany u Ap. Jlekuum Oasupyrorcs, Kak
MPABHUIIO, HA CBOOOHOM H3JIOKEHUU CO CIIAHIaMHU-HJUTFOCTPAIIUSIMU B BHJIC TAOJWII U PUCYHKOB.
Kaxxgas nekuuoHHas Tema, BKIIIOUas MPaKTHUYECKOEe 3aHATHE, ObUIa JOTONHUTEIHHO MpeICcTaBIeHa
MUChMEHHON Bepcueil. Ha ocHOBe 3TO¥ MHUCBEMEHHOUN BEPCHH U POJIMIIOCH JAaHHOE yUeOHOE MOCOOHeE.
Becby matepuan uznoxeH B 16 rmaBax, COCTaBISIONIMX OCHOBY Kypca. OH u3naraercs mo mepe
YBEITUYCHUSI CIIOKHOCTH, JlaBasi BO3MOXKHOCThH CIyIIATENsIM (YUTATENsIM) BCIIOMHHUTH OCHOBHBIC
MOHSTHUS TEHETUKU U HAPACTUTh 3HAHUS 1O CIICIUANBHBIM pa3jeliaM, BKIIIoYas TaKhe HampaBleHUs,
KaK MMMYHOTCHETHKA, OMOXMMHYECKas TCHETHKAa W MOJICKYJISIpHAs T'eHETHKA B TPHIOKCHUU K
npobiieMaM o011Iei OMOTOTHH, SKOJIOTUHU U SBOJIOIHH.

Hcxonno mnpenmnosiaraeTcsi, 4YTO YHMTATENb (CIOyIIATeNb) BIAJACET OCHOBAMU T'E€HETHKH.
[TosTomy Assi MOBTOpEHUs MPEACTABICHBI JIMIIB J1Ba pazaena mo O0mel reneTuke: MarepuaibHble
ocHoBbl HacienctBeHHocTu (I'maBa 2) u Tpancnsiuusa renernueckoit uapopmaruu (I'masa 3). Ot
IBa paszfieNia SBIAIOTCS MPUHIUIUAIBHBIMU C TOYKHM 3PEHHUS HHTEpHpeTanuu (HEeHOTHITHYECKOM
W3MEHYMBOCTH M TIEpPEelaud TPU3HAKOB B TIOKOJICHUSIX IOTOMCTBA, YTO COCTaBJIIET OCHOBY
TeHEeTUYECKOT0 aHanu3a. B kpaTkom skckypcee mo OOmieil TeHeTHKe HET BO3MOXXHOCTU MOBTOPUTH
Bce TeMmbl. [loaTOMy, B HacTOsIIEeM Kypce HE aeTCid CUCTEMATHYECKOTO HM3JI0KEHUS PETUIMKAIUH,
TPAHCKPHUIILIUK U MHOTHX Apyrux (yHIaMEHTAIbHBIX pa3fenoB OOmiei reHeTuku. XO0TS YaCTHYHO
9TH MPOOEINbI BOCIOIHSIOTCS 0 MEpPEe PACKPBITUSA APYrUX TeM Kypca. B yacTHocTH, moapoOHO
paccMaTpUBAIOTCS TEHETHUECKUI KOl U MyTaIllH, UMEIOIIHNE MPSMOE OTHOIIICHUE K JAHHOMY KypcCy
JICKIUH, 3aTParuBarOTCSl BOMPOCHI PETYNALUUA AKTUBHOCTH TEHOB, CIUIAHCHHT W PSA APYTUX
MOHATHUM.

Kuura opueHTHpOBaHAa HE TOJNBKO Ha CTYICHTOB, HO MOXET NPEICTABISATH UHTEPEC IS
HIMPOKOM ayJUTOPUHM CHEIHUAIMCTOB, HHTEPECYIOIIUXCS BONPOCAMH TE€HETUKHM U HOKOJIOTHH
MOITYJISIIIHIA, BOIPOCaMH BUJIa U BUAO0Opa30BaHUS.



XoueTcs BBIPa3UTh CBOIO OJIArOAAPHOCTH BJOXHOBUTEISIM JAHHOW KHHTH, TPOCITYIIABIINX
JEeKIMU U peKoMeHA0BaBIIMX Hanucanue nocobus, O.I'. Kopens, A.b. XonuHoii, a Takke NepBbIM
YUTATEIsIM, BHECIIMM MHOIO YIydIIeHHH B CTWIb W cMbicn Tekcra, W.B. Kaprasuesoii, O.I'.
Kopens, A.B. [loanecHbIXx. ABTOp BbIpaacT MCKPEHHIOIO IPU3HATEIBHOCTh TAKXKE MEPEBOTUHUKY
HNBM E.A. KoraH 3a pejakTHpOBaHUE PE3IOME Ha aHTJIMHCKOM SA3BIKE K IVIaBaM KHHIU.

BBenenue

[TomynsuoHHas TeHEeTUKa W MOJEKYJSIpHAsT SBOIOIMS — Ka3aJoCh Obl, HE CTOJb ONM3KHE
TE€MbI, 4TOOBl OOBEIUHATH WX B OAHOM KHuUTe. OIHAaKO 3TO HE Tak. bojee Toro, coBpemeHHas
SKCIIEPUMEHTAIbHAs U TEOpPETHUYECKas TMOMYJSAIUOHHAS TEeHETHKA MONYyYMIN CHIIBHBIM HMITYJIbC
MOCJIe Pa3BUTHS MOJICKYJISIPHBIX METOJIOB aHAJM3a TeHETHYECKOW w3MeHUYnBOCTH. C Jpyroi
CTOPOHBI, UCCIIEIOBaHNE JUBEPTEHIIMN OPraHM3MOB BO BPEMEHHU, TO €CTh MX BOJIOIUHU, HA OCHOBE
MOJICKYJISIPHBIX MapKepOB T'€HOB HE MBICIUMO 03 MOHMMaHUs (yHIaMEHTAIBHBIX TC€HETUYCCKUX
CBOMCTB CaMHUX OPraHU3MOB U UX TPYIII, CIATAIONINX B IPUPOJE TaKUE SIUHHIIBI PETPOTYKIIUH, KaK
TIOITYJISIIIAK ¥ OMOJIOTHYeCKHe BUBL. [0y ISIIIMOHHO-TeHETHYECKY IO TUHAMHUKY BO BPEMECHH HEIb3S
OTOPBaTh OT MPOCTPAHCTBEHHOW NWHAMUKH, OT IMOHUMAaHHsS OCHOB BHYTPHBHIOBOI T'€HETUYECKOM
muddepeHIrannA. Y BICUSHHBIC KOJIOCCATHHBIMU BO3MOKHOCTSIMH (DMIIOTCHETHICCKOTO aHAIN3a Ha
OCHOBE TIEPBHYHON IMOCIIEOBATENHFHOCTU Ae30KCcUpuOoHykiIenHoBoi kucioTel (JIHK) HekoTopeie
aBTOpPHl BOOOIE OTBEpraloT HEOOXOJMMOCTh aHalM3a MPOCTPAHCTBEHHOW JIMBEPTEHIINU,
MPOTUBOMOCTABIAS (DUIOTEHETHUECKYIO KOHIICTIIHIO BUAA OHUOJOrMYECKON KOHUEHIMH BHUA.
OmHako MHOTHME TEHETHKH MJaJeKH OT IMOAOOHOTO SKCTpEMH3Ma, IMOHUMAasi OOIIHOCThH psaa
MEXaHHM3MOB BHYTPH- U MEKBHJIOBOM nuBepreHiuu (Antyxos, 1983; 1989; Aitana, 1984; Nei, 1987;
Avise, Wollenberg, 1997). D1u Bonpocsl, a Takyke MHOTHE JIPYTHE, U MPEAIOIaraeTcs pacCMOTPETh
B IpeajaraéMoil KHUTE€ B JIOCTATOYHO TOMYyJSIpHOM QopMe B CBS3M C OpUEHTAIMEell Ha
CTYJICHYCCKYIO ayJUTOPHIO U CICIHAIUCTOB IMUPOKOro npoduis. B Toxe Bpems, OOIBIINHCTBO
TJIaB KHUTH SBIIAIOTCS KPATKUMU 0030paMi, YTO MOKET MPEACTABIATh MHTEPEC U A Ooyee y3KUX
CIEIUAIMCTOB. ABTOp JaHHOW KHUTH SIBIISIETCS MOPCKHM OHOJIOTOM. OTO OOCTOSITEITHCTBO
HAJIOXKHIIO CBOM OTIEYATOK Ha €€ COJIep:KaHue, IOCTaBIsisl MHOTHE MIPUMEPbl HMEHHO 11 MOPCKOTO
MHUPA, — B OCHOBHOM, JIJIsl pbIO U OCCIIO3BOHOYHBIX KHUBOTHBIX.

Hctopun opranmdyeckoro Mupa W BO3HHUKHOBEHHIO JKM3HM TocBslmeHa [7maBa 1, a B
3akmounTenbHo yactu (I'maBa 16) paccmorpena sBosorusi reHoMa. OCHOBBI T€HETUYECKOTO
3HaHHUA paccMoTpeHbl B ['maBax 2 u 3. VHTeHCHBHBIE HCCIEIOBAHUS MOJICKYJISIPHBIX OCHOB
OBOJIIOIIMMA OPTraHU3MOB HAYaJIUCh C pa3pabOTKOW ¥ WIMPOKUM BHEJAPECHHEM B OHOJIOTHIO
COOTBETCTBYIOIIUX METOAOB, TIEPBOHAYAILHO — HMMYHOT€HETHYECKUX, 3aTeM TE€HETUKO-
OMOXMMHYECKHX W, HAKOHEI, MOJEKYJIIPHO-TCHETUYSCKUX METOJIOB aHajan3a Pa3lIuIHBIX
MaKpOMOJIeKyJl. MMMyHOreHeTHueckue padOoThl TMONYYHIH Pa3BUTHE B CEpEAHHE MATUAECITHIX
TOJIOB MHUHYBIIIETO BEKa, C 0OOCHOBAHMEM KOJMYECTBEHHO-TCHETHYECKUX OCHOB JMBEPTCHIIMH 10
METOJIMKE KOJTUYECTBEHHOH (MKCallMu MUKpPOKOMILIEMEHTa ouuileHHoro Oenka (Sarich, Wilson,
1966). benok, 0ObBIYHO HUCHOJB3YEMBIH JUIsI 3TOM peakuuHu, — 3TO CHIBOPOTOUHBIM anbOyMHH
(Champion et al., 1974). B cBsi3u ¢ 3TUM JaHBl 3JI€MEHTAapHbIE NPEACTABICHUS 00 HMMYHUTETE U
UMMYHOTCHETHKE, a TaKK€ TPEJCTABIICHb MaTepUalbl 10 TOMYJSIIIHOHHO-TCHETHICCKOMY H
dunoreHeTHYECKOMY aHAIIM3Y psiia Tpynn opraHu3MoB (I'nasa 4).

buoxumunueckas reneruka (I'maBa 5) B cepenuHe miectuaecarbix rogoB 20 Beka crajia
SKCIEPUMEHTAIbHON OCHOBOW COBPEMEHHOM T€HETHUKHU NMPUPOAHBIX omyJisiuid. benku, daiie Bcero
(dbepMeHThI, KaKk MapKepbl TE€HOB HCHONB3YIOTCS IIHMPOKO M B HACTOSIIEE BpPEMs, YCIEUTHO
KOHKYpUpPYsI O JCLIEBU3HE U SKCIPECCHUBHOCTU ¢ mo3aHee mnossuBiumuca JIHK-mapkepamu.
Nmeromasics 6a3a MaHHBIX B OJTOW 00JIaCTH, MPEXKAE BCETO IO YPOBHIO TE€TEPO3HTOTHOCTH
OpPraHU3MOB U UX T€HETUYECKOMY CXOJCTBY WJIM Pa3JIMYMIO, U ceiluac MpeCcTaBisieT BO3MOKHOCTD
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CPaBHUTEIHFHOTO aHAJIN3a M 0000IIEHHS, OCTPO HEOOXOJMMBIX B MOITYJISIIIUOHHON, YBOITIOIIMOHHON H
9KOJIOTUYECKOM reHeTHke. B yacTHOCTH, B 3HaUMTENbHOI Mepe Ha OCHOBE OEJIKOBOM M3MEHYMBOCTH
B JIEKLIUAX paccMOTpeHbl: myTauuu (['maBa 6), reHeTuueckue acrekTsl BUgooopasosanus (['nasa 7),
HOIYJIAUOHHO-TeHeTHUecKas: cTpykTypa Buaa (I'maBa 8) M aHanM3 reHETUUECKOro pa3HOOOpa3us
BHyTpH Buaa (['maBa 9), ecrecTBeHHas ruOpuamsanus W uHTporpeccust B mpupone (I'masa 10),
TeTepo3UC MU €ro CBs3b C TIeTePO3UIOTHOCTHIO, a TaKKe IPOAHATIU3UPOBAHA COIPSKEHHOCTD
TeTEPO3UTOTHOCTU U KOJMYECTBEHHOro mpusHaka B nenoMm (I'maBa 12). OtaenbHO paccMOTpEHbI
TaKXe KOJIMYeCTBEHHbIE MPU3HAKH, UX HacyeqoBaHue 1 sBosronus (I'masa 11).

C pacumppoBKOil MOJIEKYJISIPHON CYITHOCTH T€HOB CTAJI0 OYEBUIHBIM, YTO HBOJIOIOHHBIC
B3aMMOCBSI3M OPraHU3MOB MOT'YT OBITh HCCIEIOBaHbI MOCPEACTBOM CPaBHEHUS HYKJICOTHIHOM
nocnenoBarenbHocTd JJHK mnu aMUHOKHCIIOTHBIX IMOCHIEOBATENbHOCTEN B O€lKax, KOAUPYEMBbIX
JHK (Crick, 1958). ITonumopdusm JIHK BHYTpH U Mexay MOMysIsLUsAMH, @ TaKKe IOCTPOEHUE
(UIOreHeTHYECKUX JIEPEBBEB PACCMOTPEHBI B TpeX mocienoBaTenbHbIX Jekuusax (I'massr 13-15).
ByMm, mopoxaeHHBI BO3MOXKHOCTBIO aHalW3a JMBEPreHIMU Pa3INyYHBIX JUHUNA Wi (QUIyMOB
OpraHM3MOB Ha OCHOBE IEPBMYHBIX IOCJIENIOBATEILHOCTEM HYKJIEOTHIOB B TE€HAX, Jlal HOBOE
HalpaBJIEHUE B HBOJIOLHMOHHON OHOJOrMM — MOJEKYJspHYyIo ¢(uiorenHetuky. Ee poxneHue u
pa3BUTHE J1aJI0 HE TOJBKO PEIIEHHWE MHOTIMX 3J1000JHEBHBIX BOIPOCOB SBOJIIOIMH OPraHUYECKOIO
MHUpa, HO MOTpeOOBalo TaKXke pa3pabOTKH HOBBIX METOJOB MaTeMaTHYECKOro aHaiau3a M
porpaMMHOTO obecrieueHus. B oTeuecTBeHHOM TUTEpaType UMEETCS OCTPBINA Ne(PUIIUT pyKOBOJCTB
no ¢QuuoreHetuke. XoOTsA JaHHas KHHUra He CIELUAIM3MPOBAHA Ha TMpPEAMETe MOJEKYJSPHOM
(UIOreHeTHKH Kak TaKOBOM, 3TUM BOIlpocaM OyJIeT MOCBSIEHA 3HAYUTENbHAs JI0JI1 U3JIaraeMoro
MmaTepHaia, YTo B KaKoi TO Mepe BOCIIOJIHUT CYIIECTBYIOIINI MpoOert.

Bo BrOpoe m3manme kHurum poOapieHa HoBas riaBa (I'maBa 15). Drta rmaBa mocBsiieHa
NpakTUYeCKOl paboTe ¢ MEepPBUYHBIMU IOCIEA0BATEIbHOCTMH HYKJICOTHAOB. PACCMOTPEHO HUX
penaKkTUpOBaHKE, PETUCTpPAIs, aHAJTU3 W TPUEMBI TIOCTPOCHUS MOJICKYJISIPHO-(PHIOTEHETUIECKUX
nepeBbeB. Bo BTOpoMm u3maHum mnepepaboTaHbl M pomonHeHsl riaBel 13 u 14. Kpome Toro, Bce
IJIaBbl TETEeph UMEIOT JIOTIOJIHUTENBFHO K PYCCKOMY 3arojOBOK M PE3IOME Ha AHTJIMHCKOM S3bIKE.
3aroj0BKM U MOSICHEHUs K PUCYHKaM M TaOJIHMIIaM TakKe NMPOAyOJIMpOoBaHbl Ha AHIVIMHCKOM SI3BIKE.
BBenen npenMeTHBIN yKa3aTelb U JOOABICHO OTJIABIICHUE HA aHTJIMICKOM SI3bIKE. B KOHCTPYKIIHIO
KHUTH BHECEHBI KOMIIO3ULIMOHHBIE U3MEHEHUS, OOHOBJIEH CIIMCOK JIMTEPATYPhl U OTPEAAKTUPOBAHBI
NPaKTUYECKU BCe €€ pas3/iebl.



rJ1ABA 1. 3BOJ/IIOYUNOHHAS UCTOPUASA XNU3HUN

MABHbIE BOMNPOCHLI:

1.1. MNaBHble 3Tanbl B reonormn4yeckon 3sonounum 3emnu.
1.2. NaneoHTONOrM4Yeckne 4aTMpPOBKM IBOSOLMN.

1.3. MonekynsapHo-6rnonormyeckme gaTMpoBKM.

1.4. TIPAKTUYECKOE 3AHATUE 1.

PE3IOME

1. 3emuns, kak yacth COTHEYHOM CHUCTEMBI, TPOXOAUT BO BPEMEHHU YePE3 TEOXUMUYECKUE U
reojiorudeckue npoueccbl. OT 3TOM Te0JI0rMYeCcKOil 3BOIIOIUN HEOTPHIBHA U 3BOJIIOIHS )KMBOTO Ha
IJIaHEeTe, HAUMHAS C 3apOXKACHUS TEPBBIX PEAYIUIUIUPYIOIIUXCS OPTaHU3MOB.

2. [TameonTOMIOTHYECKUE HAXOIKH MTO3BOJISIOT pa30UTh HCTOPHUIO KUBOTO MHUpa Ha 3eMiie Ha IPbl,
nepuoabl M 3Moxu. HenosiHOTa MaieoOHTONOrHYECKUX JATUPOBOK JAET HETOUHOE MPE/ICTABIICHUE O
BPEMEHH BO3HHUKHOBEHHSI MHOTHUX TPYIIIT OPraHU3MOB.

3. MoJiekyJasipHO-0M0J10TH4YeCKHE JATHPOBKH OCHOBBIBAIOTCS HA «MOJIEKYJISIPHBIX Yacaxy.
PasHble reHpl Jal0T BO3MOKHOCTh UCCIIEI0BATh pa3InyHbIEe B UEpPApXUU TAKCOHBI U3-32
HEOJMHAKOBOM CKOPOCTHU UX 3BOJIIOINHU. Kak MoJIeKyJIsIpHbIE YaChl, TAaK U YCTAaHOBJICHHbBIE
¢dunorennn MoryT coaepxarb omuOku. Ho, kak nmpaBuiio, MoJieKyJIsIpHbIe JaHHbIE AaI0T OYECHb
MOJIE3HBIEC U ITABHOE HAYYHO JIOCTOBEPHBIC JAHHBIE, MO3BOJISIONINE B COBOKYITHOCTHU C
MPEbITyIIUMY 3HAHUSAMU YTOYHUTD KaK TaTUPOBKH BPEMEHH, TaK U (PUIIOTeHUH JIIOObIX HbIHE
JKUBYLIUX OPTAaHU3MOB.

CHAPTER 1. EVOLUTIONARY HISTORY OF LIFE

SUMMARY

1. The earth, as a part of the Solar System, come in the course of time through geochemical and
geological processes. Evolution of life at the planet inseparably linked with geological evolution
from the origin of the first self-reduplicating organisms.

2. Paleontology records allow us to divide the history of living beings on the Earth into Era,
Periods and Epochs. Incompleteness of paleontological records for many dating give us imprecise
time for origin of many groups of organisms.

3. Molecular biological dating is based on “molecular clocks”. Different genes because of their
varied rates of evolution give an opportunity to investigate taxa of different hierarchical ranks. Both
molecular clocks and reconstructed phylogenies can contain errors. However, as a rule molecular
data give very useful and, which is especially important, a scientifically substantiated records that,
togather with previous knowledge, sufficiently improve dating, as well as phylogeny for any recent
living beings.

1.1. IMABHbIE 3TAlNbI B TEONIOFMYECKOWU 3BONOLUUN 3EMIN

Bce, uto npoucxoaut Ha 3eMiie, Kak IUIAHETE, SIBISIETCS €€ UCTOPHUEH, Clararoueics us
re0JIOTMYECKON HCTOPUH M 3BOJIIOLIMOHHON UCTOPUHA HEOPTaHWUYECKOW U OPraHUYECKON MaTEepHUH.
3emi1s, kak yacTb COJTHEUHOM CUCTEMBI, BO3HHUKIIA OKOJIO 4,5 MIIIJIMAPAOB (MJIA.) JIET Ha3al.



BosuukHosenue Connua gatupyercs 5,0 mia. et Hazaq. C caMoro Havaja UCTOpUs 3€MIIM 3aBUCHUT
OT UCTOpUH Haiel 3Be3/bl, CoNHIA, U U3Ty4aeMON OT Hero SHepruu. J{pyroit HCTOUHUK SHEPTUU —
3TO cOOCTBEHHBIE XUMUYECKHE peakluu Ha 3emiie. Mi3HauanbHO 3TO ObUIM UCKITIOYUTENBHO
reOXMMUYECKHUE PEaKLIH, a I03/IHEE, C MOSBICHUEM KU3HU, ONOXMMUYECKHE PEAKIIUU U OMOT€HHO-
3aBUCHMBIN 00OPOT BEILLIECTBA HA MJIAHETE CTAHOBUTCS BECbMA CYIIECTBEHHBIM.

Habop xuMudeckux peakiuii Ha MiIaHeTe MEHSIETCSl BO BpEMEHHU U BECh 3TOT KOMILIEKC
M3MEHEHUH MOKHO UMEHOBATh 3Botonuell 3emin. Ha nepBbix aTanax Ha 3emiie OCyIIeCTBIsIIach
TOJIbKO XMMMYECKasi 3BOJIIOLUS, C IPEBPALLICHUEM UCXOIHOTO MEXIUIAHETHOTO MIPOBEILECTBA B
MHOro00pa3ne MUHEpaJIOB, METAJUIOB U IPYTUX COEAMHEHUN aTOMOB U MoJiekyJl. [locie
00pa3oBaHus BOBI B OOJIBIIOM KOJIMUYECTBE U €€ KOH/AEHCAlluK BO3HHKIIA ku3Hb. Dokc u [loze
(1975) B cBOEH KHUTE€ pACCMOTPENIN XUMUYECKYIO IBOJIIOLIMIO U BOZHUKHOBEHUE skU3HU. COrjlacHO
9TUM aBTOpaM Ha 3emuie B iepuof ¢ 4,5 1o 5,0 mia. et Ha3aq npeobiiagana MOJIEKYJIIpHast
XUMHYECKast BOJIOIHS, TOCKOIBKY MHOT00Opa3re aTOMOB B OCHOBHOM YiKe cyIiecTBoBajo. [locie
BO3HUKHOBEHUS JKU3HU, 0K0JIO 4,0 MIIA. JIeT Ha3a/l, MOSBUIIACh M Hayaja UHTEHCUBHO HAapacTaTh
OMOXMMHYECKasl 3BOIOLMS, KOTOpask MPOJOKAETCs U IO HacToslee BpeMs. ['eonoru u
HaJICOHTOJIOTH JIEJIAT BCIO BPEMEHHYIO IIKaTy Ha ONpeeNeHHbIe 3pbl U nepruoibl. OCHOBHBIE U3
MHO’KECTBA 3TUX MOJpa3AeIeHUI Oy1yT pacCMOTPEHBI B CleaytomieM paszaene 1.2.

I'eosnornueckas cTpykTypa 3eMiIM TakkKe 3BOJIIOLUMOHUPYET. MeHsI0TCs ouepTaHus U
CBOWCTBA MTyOMHHBIX T€OJIOTHYECKUX OPOJ] U KOHTUHEHTAIHHO-TEKTOHHYECKUX TUIUT, YTO
IPUBOJUT K U3MEHEHUSM U JIBHXKEHUSIM NTOBEPXHOCTH KOHTHHEHTOB, a TAKXKe K H3MEHEHHIO
ouepranuit MupoBoro okeana. Takum 006pazom, 6€3 pacCMOTPEHHUSI T€OJIOTHIECKOM IBOJTIOIIHI
TPYAHO MOHSATH U OMOJIOTHUECKYO 3BOJIIOLIUIO, 3BOIOLNIO OPIraHU3MOB, OOUTAIOIINX B ITOM
MEHSIOILEICS Cpefe.

Puc. 1.1.1. Pacnpeoenenus
KOHMUHEHMAIbHbIX MACC 8
PaznuyHble Nepuoobl
Mes3o3otickou oput (I1o On-Line
Biology Book, 2002, ¢
UBMEHEeHUAMU).

Fig. 1.1.1. Distribution of the
land mass during the Mesozoic
era (From On-Line Biology
Book, 2002, with
modifications).
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Cpenu TeoyoroB ceifyac MMPOKO MPU3HAHO, YTO KOHTUHEHTHI HA 3eMJIe MTOCTOSIHHO JIpeidyIoT,
B MPOLIOM COEIUHSACh U pacxoaack Heckonbko pa3 (Calder, 1983). B KemOpuiickyio 3py, okojo
550 miH ner Ha3aj, CyLIECTBOBaJIO 4 KOHTHHEHTa, HO cO BpeMmeHeMm, B Ilepmckom nepuone
npumepHo 200 MIIH JIeT Ha3all, OHU CIWJINCH, 00pa3oBaB eIUHbIN cynepkoHTHHEHT [lanrero. Jtot
CYNEPKOHTHUHEHT MO mpomecTBuu 20 MIIH JIET OJHAKO DPa3AeiWics Ha JBa CYNEPKOHTUHEHTA —
JlaBpasuto u I'onngany (puc.l.1.1). JlaBpasust coctosna u3 cerogusmHux CeBepHoil AMepHKH,
I'pennmangun m EBpasum, ceBepHee Anbn M I'mmamaeeB, Torma kak [oHaBaHa BKIIIOYasa
ceronusmHwl  FOxHyto  Amepuky, Adpuxky, HWuauio, ABcTpanuio U AHTapKTHIY.
CynepKOHTHHEHTHI T03/1HEE MOAPa3ACIWINCh Ha 00Jiee MEJIKHE YacTH, HO PUPTHI MEXKIY HUMHU HE
O6butn 3¢ (eKTUBHON Mperpajgoil Ui MUTpAlMM HAa3eMHBIX JKMBOTHBIX BIUIOTH 70 MenoBoro
nepuoja, Korja paccTosiHUS MEXIy KOHTHMHEHTaMu cTaiau Benuku. [IpumepHo 75 MiH ser Haszan
CeBepHass AMepHKa NOJHOCTBIO OTAenWIach oT AsuM, a ['onaBaHa pazgemwiack Ha HOxHyro
AMepuky, ABcTpanuio, AHTapkTugy U T.J. Heckonbko BaXHBIX acCIEKTOB HACTOSIIETO
reorpapMuecKkoro  pacmlpeieieHuss KHUBOTHBIX M  pacTeHUH MOryT ObITb  OOBSICHEHBI
KOHTUHEHTAJIbHBIM fApeiidpoM. [Ipeiidp KOHTHHEHTOB TMPOJOJDKACTCA, M JaXe B TEKYIIeH
Lleno3oiickoii ape, eme 60 MIIH JIeT Ha3all, pacupeeNeHre Ha3eMHbIX ()OPM CHIIBHO OTJIMYAJIOCh OT
HACTOSAIIETO BPEMEHH.

Wndopmanys o KOHTHMHEHTAJbHOM Jpeiide HCHoiab30BajlaCh MHOTUMH aBTOpaMH UL
JATUPOBKU BPEMEHM JTMBEPTEHLUU MEX]y pa3IU4HbIMHU IpynnaMu opranusmon (tabdma. 1.1.1). Taxk,
Mbkcon u Bunbcon (Maxson, Wilson,1975) noctpounu ¢umoreHeTnueckoe ASpeBO JATYIIEK U3
Cesepnoit Amepuku, IOxHoi Adpuku, ABCTpanuu U A3WH, HCIIONB3YS MOJCKYJISIPHBIC 9acChl IS
reHa anbOymMuHa. OHU TIOKa3aJIH, YTO I0KHO-aMEPUKAHCKHE U aBCTPAIMIICKUE BU/IbI JUBEPIUPOBAIH
OKOJIO 75 MIIH JIeT Ha3aJ, YTO HaXOAMTCS B COIJIaCMU € HMH(pOpManueil o pa3felieHuu JBYX
KOHTHHEHTOB (cM. Tabn. 1.1.1). Cubnu u Dnksuct (Sibley, Ahlquist, 1984) ucnons3oBanu Bpems
paszeneHys KOHTUHEHTOB, okojio 80 MJIH JIeT Ha3aj, Uil KaIUOpPOBKH MOJIEKYJISPHBIX 4YacoB IO
nanHbiM JIHK-ruOpunuzanuu Mexay crpaycamMu Adpukua v ux oOmmMmu npeaxkamu B FOkHOM
Awmepuke. Boyrep ¢ kommeramm (Vawter et al., 1980) ucmonp3oBamu Bpems chopMHpOBAHHS
cyxomyTHoro Mocta Mexay CesepHoit Amepukord u HOkHOW AMepukod g KaauOpOBKHU
ANEKTPOPOPETUYECKUX YACOB.

Tabnuua 1.1.1. Bpemsa pasnnyHbiX reosiormyeckmx cobbiTUin, NCMOMb30BaHHbLIX AJ1S
Kannubposku MonekynapHblx Yacos (1o Nei, 1987)
Table 1.1.1. Times of various geological events that have been used for calibration of
molecular clocks (From Nei, 1987)

CpasHugaeMble KOHMUHeHMbI unu| Bpemsi (MH. Asmop
ocmpoea Jlem Ha3ad)

1. Pazoenenue semens

Agpuxa/FOxcnaa Amepuxa 80 Sibley, Ahlquist, 1984

Hoeas 3enanous/Aecmpanusa 80 To xe

FOorcnasn Amepuxa/Aecmpanus 75 Maxson, Wilson, 1975

[Manuduka/MekcuKkaHCKUH 3aJIUB 2-5 Vawter et al., 1980

1. Dopmuposanue ocmposos

T'asaiiu (Hawaii) 0.8 Hunt et al., 1981

Oaxy (Oahu) 4 To xe

Kasau (Kauai) 6 To xe

Manvie Aumunet (Lesser Antilles) 3-5 Kim et al., 1976

T'ananaeocwt (Galapagos) 0.5-4 Yang, Patton, 1981




Jpyroii THI T€0NIOTUIECKUX COOBITHI, KOTOPBIA BayKeH JJISI SBOJIOIMOHHBIX MCCIIEIOBAHUH,
— 3T0 ojelleHeHus. B nctopun 3emiu ObUT10 HECKOJIBKO TEIUIBIX M XOJOJHBIX eproaoB (puc. 1.1.2).
Onenenenune u TasHUE JICTHUKOB BBI3BIBAIN PE3KUE H3MEHEHUS KIIMMaTa IJIAaHEThI, KOTOPHIE B CBOIO
ouepeb U3MEHSUTU pacIpeesieHNe )KUBOTHBIX U pacTeHui. OJeeHeHUs U3MEHSAIN TaKkKe YPOBEHb
BOJIbI B MupoBoM okeane. Pe3kue konebanust ypoBHst Mops (10 200 M) B CBOIO 04Yepeib MOTJIH ObITh
NpUYUHON ObICTpoii cMeHbl uxtuodayHsl (JIunabepr, 1948). B Tedyenue mepuona oleAeHEHUS
YPOBEHb MOPsI TOHMKAJICS, TAaK YTO OCTPOBA WJIM KOHTUHEHTHI, KOTOpPBIE OBUIH paHee U30JIUPOBAHEI,
MOIJIM COEIMHATHCS. OTO TMO3BOJIAJIO HAa3eMHBIM JKMBOTHBIM W PpAcTEHUSIM MUIPUPOBATh,
npeonoyieBass Mpeasiaynme Oapbepbl. AHAIOTUYHO, pa3IMYHBIE PEYHBIE CHCTEMBI MOTJIH
COCIMHATHCS, @ MOpS — Pa3beAMHATHCS, YCTpaHSAS WIM CO37aBas pasziIHyYHbIe H30JHPYIOLINE
Oapbepbl Ha TYTH MHUTpAIlMM OPTraHMU3MOB M WX TEHOB. JlJIHWTENbHBIE TEPUOJBI OJEICHEHUS
OPUBOAWIM K H30JISALMU MOpEH, MPEeKpalleHuI0 MOTOKa TIeHOB M pa3felbHOM JAMBEPreHINU
OOMTAOMMX B HUX TMOIYJALNWN, YTO MOTJIO CTaTh OCHOBOH Ui (POPMHPOBAHUS HOBBIX BHIIOB.
AHaJIOTUYHBIE TPOLIECCHI TPOUCXOIMIN U Ha KOHTUHEHTaX.
" TENNO Puc. 1.1.2. Bo3pacm neonuxos,
0amupoBaAHHbIIL NO KOHYEHMPayuu

MsHCeN020 U30MOona KUciopooa ( ! 0)
(Ilo Hays et al., 1976).

Fig. 1.1.2. Ice ages recorded by heavy
\/\ oxygen (180) (From Hays et al., 1976).

| | |

400000 200000 0 ner

xonopag
1

1.2. NANNIEOHTOJIOTMYECKUE OATUPOBKWX 3BOJTIOLIUA

Korna BO3HMKIIM TIepBbIe CaMOPEIUTUIUPYIOLIHECS OpraHu3Mbl TOYHO HE n3BecTHO. C TOro
BpeMeHu, korna bapkroypu u Illond (Barghoorn, Schopf, 1966) npencraBwim cBOM NaHHBIE O
BEPOSTHBIX HMCKOIMAEMBIX OaKTEepHsX, IMOSBHIOCH MHOXECTBO IyOJMKAIMKA C 3asgBICHUSIMU O
Hax0JIKaX MHKPOMCKOTIAEMBIX C IPEBHUMHU JaTHpoBKaMu JlokemOpuiickoii 3pel (570 MITH. JIeT Ha3a
u Oonee). XoTs OONBIIMHCTBO U3 OSTHX HAXOAOK B XOJ€ [JAJbHEHIINX IEpernpoBEpOK HE
noarBepauiauck (Schopf, Walter, 1983; Hoffmann, Schopf, 1983), 06akrepuonomobHbie
MHUKPOHUCKOIIaeMble, TpeACTaBIeHHbIe Dyp3MuK ¢ coaBropamu (Awramik et al., 1983), xaxyTtcs
HecomHeHHbIMU. [To3naee Yamm u Jloys (Walsh, Lowe, 1985) npencraBunu aHalorHdHbIE TaHHBIE
0 JIPeBHUX OAKTEPHONOJOOHBIX MUKpOHCKONaeMbiX. O0e HaXOJKU JaTUPOBAIM BO3pacToM 3.5 M.
net Hazajd. HexoTopble oOLmIeNpUHATHIE JaTHPOBKH, BOSHUKHOBEHUS Pa3IMUHBIX IPYII OpraHM3MOB
panHell ucropuu 3emiM mpencTaBieHbl Ha puc. 1.2.1. O6o3HaueHUs M JNATHUPOBKHU A Ooiee
HEJITaBHUX T'€0JIOTUYECKUX MEepro10B AaHbl B Tabmue 1.2.1.



Munnu- | TEONTIOTMYECKAA BPEMEHHAA | Munnu-
OHbI WKANA OHbI
net nert
Jpa Mepuop
0 Ileno3orickas YerBepTUUHBIN 0-2
Tpernunblit 65 ['nGenp nuHO3aBpPOB
100 Menosoit 144
200 Meso3o0lickas IOpckuii 213
ITepBble TUHO3aBPHI,
300 TpuaccoBblii 248 MJICKONUTAIOIINE, ITULIBI
Ilepmckuii 286
400 YronabHbIl 360 IlepBble penTunuu
JleBoHCKMIT 408 [TepBbic ampudOUN
500 [Taneosoiickast Custypckuit 438
OpoBuK 505 IlepBble Ha3eMHBIE pacTEHUS
600 [TepBbie ppIOBI
Kemb6puit 590

700

4600

[TepBbie 6€CIIO3BOHOYHBIC

Puc. 1.2.1. I'eonocuuecxoe spems u pannsas ucmopus scusnu (Ilo On-Line Biology Book, 2002, ¢
U3BMEHEeHUAMU).
Fig. 1.2.1. Geological time and the early history of life (From On-Line Biology Book, 2002).

Korna BO3HUKIIM MEpBBIE CaMOPEIUTUIUPYIOLINECS OPraHu3Mbl, TOYHO HE M3BecTHO. C TOro
BpeMeHu, korna bapkroypu u Illond (Barghoorn, Schopf, 1966) npencraBwim cBOM NaHHBIE O
BEPOSATHBIX HUCKOMAEMBIX OaKTepHsiX, MOSBHIOCH MHOXECTBO MYyOIMKAIMi C 3asBICHUSIMU O
HaxoJIKaX MUKPOMCKOMAEMbIX C IPEBHUMH JaTupoBKaMu JlokeMOpuiickoit apsl (590 MutH et Hazas
u Oomee). XoTsg OONBIIMHCTBO W3 OJTHUX HAXOJOK B XOJA€ MANbHEHIINX MEpPEempOBEPOK HE
noarBepauiauck (Schopf, Walter, 1983; Hoffmann, Schopf, 1983), O6akrepuonomobHbIe
MHUKPOHUCKOIIaeMble, TpeACTaBICHHbIe Dyp3MuK ¢ coaBropamu (Awramik et al., 1983), xaxyTtcs
HecomHeHHbIMU. [To3naee Yamm u Jloys (Walsh, Lowe, 1985) npencraBunu aHaJlOrHYHbIE TaHHBIE
0 IPEBHUX 0aKTepHOINONI00HBIX MUKpOHCKOoNaeMbIX. O0e HaX0AKH JaTUPOBAJIHM BO3PACTOM 3.5 MIIpA
net Hazad. Hexotopble oOLmIeNprUHATHIE JaTHPOBKH, BOZHUKHOBEHUS Pa3IMUHBIX TPy OpraHU3MOB
panHe#l ucropum 3emun mpeactaBieHbl Ha puc. 1.2.1. O0o3HadeHUs W JATHPOBKU IJII MEHEe
JTABHUX T€OJIOTUYECKHUX MEPUOIOB JaHbl B Tabmute 1.2.1.

PaccMoTpeB 3TH MHKpPOHMCKOIIAeMbIe U APYTHe UcKomaeMble Haxoaku, Lllong ¢ coaBropamu
(Schopf et al., 1983) BeIIBHHYIH NIPEANOI0KEHHUE, YTO )KMU3Hb BO3HUKJIA OKOJIO 3.8 MIIpJ JIET Ha3al.
K mepuomy 3.5 wipn ner Haszan, TNO-BUAMMOMY, YXKE BO3HHUKIM M aHAadpPOOHBIE W
dotocunTreTnueckue Oakrepuu. CoriacHo 3TM aBTtopam (Schopf et al., 1983) omHokneTouHsIe,
MUTOTUYECKH NEJSIIUECs JYKApUOTHl BO3HHMKIM 1.5 MIpH JieT Ha3ad, a JUBEPreHIUS MEKITY
JKUBOTHBIMHU W PACTCHHUSIMH Mpousolnuia B paitoHe 600 miH win 1 mMiipa JeT Hazazd, No-BUIUMOMY,
OJIMKe KO BTOPOH aare.

OO6mas kapTHHa (PUIOTeHEeTHYECKUX B3aUMOCBS3€H Cpe/in KUBBIX CYLIECTB MPEACTaBlIeHa Ha
puc. 1.2.2. Hckomnaemble Mal€OHTOJOTMUECKUE HAXOJKHU TIO3BOJIAIOT JAaTHUPOBATH MHOTHE U3
OTMEYEHHBIX TOYEK auBepreHIuu (puc. 1.2.1). MHOXECTBO TOTOJHUTEIBHBIX M YBJICKATEIHHBIX
HAXOJOK 3aMHTEPECOBAHHBIN unTaTenb Haiiaetr B UuTepuere (On-Line Biology Book, 2002).
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He crout mymarb, 4TO TOYHBIE TOYKH BETBJICHUS B JBOJIOIHOHHOM apeBe (puc. 1.2.1)
0003HAYAIOT TOYHLIE 3HAHUI O Aarax MW PpPOACTBCHHBIX CBA34X TEX WM HHBIX (I)I/IJ'IyMOB.
BONPIIMHCTBO W3 HMX HEU3BECTHbI M SBILIIOTCSA NPOAYKTAMH DPA3jIUYHBIX PEKOHCTPYKUHHA U
OKCIICPTHBIX OLCHOK. OtH PEKOHCTPYKIIMU B OOJIBIIIMHCTBE OCHOBAHEI Ha JAaHHBIX ITaJICOHTOJIOTUHU U
CpPaBHHUTEIBHOW MOP(DOIOTHH, W SBISIOTCS JaJeKUMU OT KakoW-TumOo TodHocTH. [lo3aromy
MOJICKYJISIPHO-TCHECTUYCCKOC AATHPOBAHUC INPU3BAHO ChII'PATh 34€Ch 3HAYUTCIIBHYKO POJIb C TEM,
qTO0Bl MOABWIACE W OOJbIIAs OMPCACIICHHOCTL HAaTUPOBOK, ©W TMPOACHUINCH TCHCTHUKO-
T'C€HCAJIOTHYCCKHUE COCTAaBJIAIOIINEC (I)I/IJ'IOFGHGTI/I‘IGCKOFO AcpeBa. XoTd MOJICKYJIIPHO-TCHCTUYCCKHUC
JaTUPOBKU CaMHU 110 cebe He SIBIIIOTCSI a6COJ'IIOTHO HaACKHBIMHM, HO B KOMILJICKCC C OPYTHMHU
JAaHHBIMU TTO3BOJIMJIM 3HAYUTCIIBHO NPOJABUHYTH (1)I/IJ'IOI‘ CHCTUKY. MOHGKYJI}IpHaH (1)I/IJ'IOI‘6HCTI/IK8. —
3TO CPAaBHUTEIBHO HOBasi 00JacTh OMOJOTHH, KOTOpas ceidac OBICTPO MPOIPECCHPYET, YCHELIHO
UHKOPIIOpUPYsI OYpHO MPOTPECCUPYIOUIYI0 MOJICKYJISPHYIO OMOJOTHIO U MHUKPOAIJIEKTPOHUKY C €&
HOBBIMHU BBIYHUCIIUTCIIBHBIMU BO3MOXHOCTAMMU.

Tabnuua 1.2.1. Lkana reonornyeckoro BpEMEHN U HaMMEHOBAHUIN rpagaunin B

HeoreHoBow (LleHo30Wmckon) ape
Table 1.2.1. Scale of a geological time for the Neozoic (Cenozoic) Era

lNepuood

dnoxa

Bpewmsi, MnH. nem

HeoreHoBbIN
(HYeTBEPTUYHDBIN)

[MnencroueH

1.75

MnnoueH

5.32

MwnoueH

23.8

[NaneoreHoBbIN

OnvroueH

33.7

oueH

545 (54.8)

lNaneoueH

65.0

NI TR

_—HuHo3aspe
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M M
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BPUA |PUA  |BUK [PCKWW| CKUA | HbIA

| CKWM |ACO-|CKUM [BOA  |30M
[BbIA |

- Mpumartsbl

- ['pbI3yHbI

- Kponu4bun

- KutoobpasHsle

- XuwHble (cobakun, KOThbl)
- MapHokonbITHBIE (CBUHBLYU, BbIYLK)
- HenapHokonbITHbIE (fTowagw)
- CnoHbl

- CymyaTtble

- [TTuubl

- Kpokogunbl

- 3mem

- Awepuubl

- Yepenaxu

- Narywkum

- CanamaHgpbl

- KoctucTtble pbiObi

- AKynbl 1 ckatbl

- MuHOIrM N MUKCUHBI

- Hacekomble

- Bbicline pacteHus

- Mpnbbi

- bakTepuu

(MunnuoHsbI ner)



Puc. 1.2.2. Pexoncmpykyus OusepeeHyuu n0O360HOUHbIX HCUBOMHBIX U HEKOMOPBIX OPYeUX epynn Ha
OCHOBAHUU NATIEOHMON02UYeCKUX U Mopghonoeuueckux oanuvix (Ilo McLaughlin, Dayhoff, 1972;
3aumcmeosaro u3 Nei, 1987).

Fig. 1.2.2. Divergence of the vertebrate groups and lineages for few other groups according to
geological and morphological evidence (Modified from McLaughlin, Dayhoff, 1972).

1.3. MOJIEKYNTAPHO-BUOJIOTMYECKUE OATUPOBKW 3BOJTHOLUA

C pacumppoBKOil MOJIEKYJISIPHON CYITHOCTH T'€HOB CTAJI0 OYEBUIHBIM, YTO HBOJIOIMOHHBIC
B3aMMOCBSI3M OPraHU3MOB MOTYT OBITh HCCIEAOBAaHbI HAa OCHOBE CpPAaBHEHHSI HYKJICOTHIHOU
MOCJIEIOBATEILHOCTH  JI€30KCUpUOOHYKIenHOBOM — kucioThl ([JAHK) wnm  aMUHOKHCITOTHBIX
nocienoBarenbHoOcTel B Oenkax, kogupyembix Ha ocHoBe JIHK (Crick, 1958). Llykepkanmie u
[Mommunr (Zuckerkandl, Pauling, 1962; 1965) u 3atem Mapromum u Cmut (Margoliash, Smith, 1965)
MoKa3ajiH, YTO CKOPOCTh aMHUHOKHCIOTHBIX 3aMeIlleHUud B Oelkax MpHOIH3UTENbHO TMOCTOSIHHA B
HIKaJ€ BPEMEHH, H3MEPSEMOro rojJaMu. OTO OTKPBITHE Jal0 HOBBI METOA Ul IMOCTPOCHHUS
(bunoreHeTHYECKUX EPEBHEB.

Bckope npuHINIT KOHCTAHTHOCTH MYTAIlMOHHBIX 3aMeH B TeHax Obl1 nepeHeced Ha JJHK u
PHK (pubonyxienHoBas kuciora). MHOTHE aBTOPBI UCTHOJIB30BAIM ATOT METOJ AJS MPOSICHEHUS
(GrIIOreHeTUYECKNX B3aUMOCBSI3€H B pa3IMuHbIX rpymnmnax opranuzMoB (Dayhoff, 1969; 1972; Ayala
et al., 1974; Brown, 1983). XoTs 5BONIONHMOHHBIE JEPEBbs, MOCTPOCHHBIE 3ITHUM METOJIOM,
MOJBEPKEHBI Kak OOJBIIMM BBIOOPOYHBIM OINMOKAM, TaK M CHCTEMAaTHYECKUM OIIMOKaM,
MOJTyYEHHBIE PEe3yJIbTaThl OKA3bIBAIOTCS OUYEHBb YaCTO BIIOJHE COCTOSATENbHBIMU. HelaBHUE MaHHBIE
MOKA3bIBAIOT, YTO MOJIEKYJISIPHBIE 4Yachl HE SBJISIIOTCS OYEHb TOYHBIMM, KaK IEpPBOHAYAIBHO
MPEJICTaBIsIOCh, HO 3TO CEPhe3HO HE BIHAET HA MPUTOJHOCTh MOJEKYJSPHBIX JaHHBIX JUIS
(duIOoreHeTUYECKHX 1eJIeH, 1a U caMU JaTUPOBKU MOTYT OBITH CKOppEeKTUpOBaHkI (cM. ['1aBa 14).

OnHO U3 IPEeUMYIIECTB MOJIEKYIIPHO-TEHETUYECKUX METOJIOB COCTOUT B TOM, YTO CKOPOCTb
(MU TeMI) aMUHOKHCIIOTHBIX WJIM HYKJIEOTHJIHBIX 3aMEH CHJIBHO BapbUPYET AJS pa3HbIX T'€HOB.
DTO MO3BOJISIET MCCIENOBATh SBOJIOIHMIO U HAa KOPOTKMX BPEMEHHBIX OTpEe3KaX, W UIUTEIbHYIO
HBOJIIOLIMIO BO BPEMEHM, HCIIONIb3Ys pa3iMuHble TeHbl. MOXHO MNPUBECTH 34ECh aHAJOTHIO C
JaTUPOBKAMU BPEMEHH IO PA3IHUYHBIM PAJAHOAKTUBHBIM 3JIEMEHTaM, C Pa3INYaroNIMMCs BpEMEHEM
nonypacnazaa. I'ensl pubocomusix PHK (pPHK) u tpancnoprasix PHK (TPHK) sBomtonmonupyrot
OUEHb MEIJICHHO B SJIEPHOM TE€HOME, MOATOMY, UX AKTHUBHO HCIIOJIb30BalU JJsl MCCIEIOBAHUS
paHHUX CTaJMii OMoJOrHYecKol »Boionmu W pamuanuu Ha 3emute (McLaughlin, Dayhoff, 1970;
Kimura, Ohta, 1973; Fox et al., 1977; Hori, Osawa, 1979). Xopu u OcaBa (Hori, Osawa, 1979),
HanpuMep, HUCCIeNoBaIM HykieoTHaHble paznuuuss 5SS pPHK y pasHbIX BHIOB 3yKapuoT HU
MPOKAPUOT U OOHAPYKHUIIM €CTECTBEHHYIO KIIACTEPU3AIINIO, KaK BHYTPU ITHUX TPYIII, TaK U UX CAMUX
(puc. 1.3.1).
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—]: & MnekonuTatoLme Puc. 1.3.1.
z  AMunbun Qunocenemuveckoe
"2 Hacekomble 0epeso pa3nuyHbLx
g Pactenus 81008 IYKAPUOM U
I = Xnopenna npoxapuom, noJy-
Mpybsbl YeHHOoe HA OCHOBe
_GIZI anobakTepuu aHaIu3a HyK1eo-
= CwHe-3eneHble TMUOHBIX PA3IUYULL
—1 £ BopopocnM 55 ,PHK (Ilo Hori
g Sgﬁﬁlﬁ‘;”’a coli Osawa, 1979).
o Fig. 1.3.1.
I ' ' l Phylogenetic tree
of various

2.0 1.5 1.0 0.5
OBOSIIOLUMOHHOE BpeMs ( X 10° ner)

o

eukaryote and
prokaryote species
inferred from
nucleotide
sequence
differences of 5S
RNAs (From Horli,
Osawa, 1979).

Bpemennas mikana, mpuBeneHHas Ha puc. 1.3.1, BBeleHa HpH JOMYIIEHUU MOCTOSHHOU
CKOPOCTH HYKJICOTHAHBIX 3aMeH. COrjacHO 3TOMY JEpeBY OJYKAapHOTHl JWBEPTUPOBAINA OT
MPOKApUOT 1,5 MIIp/ JIeT Ha3ald, a paCTeHUsI U )KUBOTHBIE pa3ouuinch okoio 1,0 mapa net Hazan. 1
XOTS OTH OLEHKH CTPOATCS HA MHOTOYHCICHHBIX JONYIICHUSX, OHU HE SBJSIOTCA
0OECCMBICIICHHBIMH, YUYWTBIBasl COTJIACOBAHHOCTh C MaJCOHTOJIOTMUYECKUMH HaxoAkamMu. BaxkHo
OTMETHTbH TAKXKE, YTO Pa3IUUHbIC TPYMIBI IPOKAPUOT JUBEPTrUPOBAIM OUYEHb JABHO U HEKOTOpBIC
TpyNObl Pa3oLUINCh €IIe A0 AMBEPreHIMH COOCTBEHHO MPOKAPUOTUYECKUX U IYKAPUOTHUYECKUX
npeakoB (Nei, 1987, p. 13). Tak, ramoGakTepuu KJIACTEpU3YIOTCS CHayajla ¢ 3yKapuOTaMu M 3Ta
KOMIUIEKCHAs TpyIMna 3aTeM OOBEAUHSETCS C TpeMsl APYTMMHU MPEACTaBUTEISIMHU MPOKAPUOT (pUC.
1.3.1). Opnako, kak Mbl yBuAUM Tmo3ke B Jlekumm 14, Takue 1epeBbs HMEIOT OoJblINe
TOTOJOTMYECKHE OMUOKH, YTO BBIHYKJIAET C OCTOPOXKHOCTHIO OTHOCUTHCS K IIHPOKOMACIITAOHBIM
00001IeHNSIM Ha OCHOBE TOJIBKO ATHX JaHHBIX.

Eme B 50-e roapl npeaplIymiero cToaeTHsi OOBIYHBIM ObLIO JIeJIEeHHEe MHOTO000pa3Hsl JKUBBIX
¢opM Ha aBe rpynmbl — >KMBOTHbIE M pacTeHMsA. Takas Kiaccu(uKanusi BIIOCIEACTBUU ObLIa
IpU3HaHa YIPOLIEHHOW U TOMOJHUTENBbHO ObUTH BBEACHBI TaKUE TAKCOHBI KaK IPHObI, BOJIOPOCIH U
Oakrepun (Whittaker, 1969). IToznaee Boponios (Vorontsov, 1989) mpogomkui 3Ty JOTHKY U BBEI
JUIsl MeracucTeMaTuKu crhenuaibHylo umneputo Noncelulata, yToOBl BKIIIOUHUTH BHUPYCHL, U
yctaHoBu noxumneputo Mesokaryota ans nunoguaremst. B umneputo Cellulata Boponiios BBen
noaumnepuro Mesokaryota, mogumneputo Prokaryota, ¢ mapctBamu Archeobacteria u Eubacteria, a
takke nogummnepuio Eukaryota. [laxke Takas cucrema Oblia MpHU3HAHA HEYAOBIECTBOPUTEIHHON M
BBEJICHA MHOTOIIAPCTBEHHAs] CUCTEMa, YYHTHIBAIOLIAs MOJIEKYJSIPHO-TEHETHUYECKUE JlaHHBIE H
naHHble kierouHoi ouonoruu (Kycakun, [po3nos, 1994; 1998). Takas cucrema BKIIIOUaeT ceildac
26 1apcTB, B KOTOpbie BXxoaaT 219 tunos kimerounsix opranuzMos (Drozdov, Kusakin, 2002).
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‘ = 26 - Metazoobiontes
@5@ Puc. 1.3.2. @Qunocenemuueckas

R I L cxema MHO20YapPCMEeHHO
1@ — 24 ~Mycobiontes cucmembl KiemouyHblX HCUBHIX
&_———23 -Chlorobiontes cywecms (Ilo Drozdov, Kusakin,
=22~ Cryptobiontes 2002)

(@52 21 - Prymmesiobiontes Fig. 1.3.2. Phylogenetic scheme
- of multikingdom system of the

lei 19 Foraminiferobiontes cellular living beings (From

B3 15 - Radiotariobiontes Drozdov, Kusakin, 2002).

== 17 - Myxobiontcs

(7" = 20 - Heterocontobiontes

16 - Alveolatobiontes

55215 - Euglenobiontes

k)
& 14 - Rhodobiontcs

\"- 13 - Archaemonadabiontes

D 12 - Microsporobiontes

1 1 - Oxyphotobacteriobiontes

10 Anoxyphotol iobiontes
9 - Spiroch tobacteriobiont
8 - Scotob iobiont
7 - Actinobacteriobiont

/ /—— - Tencricutobacteriobiontes
5 - Eufirmicutobactcriobiontes

— 4 - Metanobacteriobiontes

3 Halobacteriobiontes

- Thermoacidobacteriobiontes

Archaebacteria \—-— 1 - Archaetenericutobacteriobiontes

Jlis BBICHIMX OPraHU3MOB, Ha OCHOBE aHaliM3a pas3UYHBIX OCEJIKOB W TEHOB, OBLIO
MPEUIOKEHO MHOXKECTBO (rutoreHetndecknx nepeBbeB (Fitch, Margoliash, 1967a; Sarich, Wilson
1967; Dayhoft, 1969; 1972; Lakovaara et al. 1972; Kim et al., 1976; Goodman et al., 1982; Sibley,
Ahlquist, 1981; 1984; Brown et al., 1982; Avise et al., 1983; Kaprasues u ap., 1984; 2002, u
MHOTHE JApYrue). DTH JAEPEBbsl MOJIBEPKEHBI OOJBIIMM BBIOOPOYHBIM OIIMOKAM H, BEPOSTHO,
OOJIBIIMHCTBO U3 HUX HE SIBJSIFOTCS OKOHYATEILHBIMH TPEACTABICHUSIMU O (WJIOTCHUH B TOH WIH
uHOM rpynme. TeM He MEHee, MHOTHE W3 TaKUX MPEICTABICHUIA OKa3aJUCh IMOJIE3HBIMU JUIS
CUCTEMATHKH WX (GUIOTCHUH M3YUEHHBIX TPyl (cM. moapooHocTH B Jleknuu 7). B wactHOCTH, 3TH
JAHHBIC JAJId MHOTOE ISl TIOHMMAaHUsSI CTETIEHH OOUTHOCTH 00€3bsiH W YeJOBEKOMOI0OHBIX (pHC.
1.3.3).

_E \llumniakze Puc. 1.3.3. Qunocenemuuecxoe oepeso 0

| MurmediHoe wumnanae 4e108eKON0O00OHBIX U 00E3bAH CIMAPO2O
Yenosex ceema. [llxana s8onoyuonHo20 epemenu
Fopunna NoLyueHa npu OONYWeHul, Ymo OpaHeymaHe

Opariryrarr ougepauposai om JuHuY yenoeexa 13 miH.

— P —— nem nazao (1o Sibley, Ahlquist, 1984).

— S Fig. 1.3.3. Phylogenetic tree for hominoids
and old world monkeys. The evolutionary time

scale was obtained by assuming that the

orangutan diverged from the human lineage

13 MY ago (From Sibley, Ahlquist, 1984).

O6e3bsiHblI cTaporo ceeTa

30 20 10 0 MnH. net
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Panee, Ha OCHOBE TAJICOHTOJIOTHMYECKUX HAXOIOK, aHTPOIOJIOTH CYUTAIU, YTO YEJIOBEK U
HIMMITaH3e auBeprupoBanu okono 30 muH net Hazaa. Korma Capuu u Bunbscon (Sarich, Wilson,
1967) oOGHapyX uiau MO JaHHBIM WUMMYHOT€HETHUYECKOTO HCCJICIOBAHMSI, YTO BpPEMsI TUBEPIrCHIIUU
COCTaBIISICT TOJBKO 5 MIIH JIET, aHTPOMOJIOTH KPUTUYECKU BOCTIPUHSUIIHN 3Ty HH(popmanuoo. OgHaKo
BHUMATEJIPHO TPOAHAIM3UPOBAB IMAJICOHTOJIOTHYSCKUE JaHHBIC, NMPUIUIM K 3aKJIIOYCHHUIO, YTO B
NEHCTBUTENFHOCTA MPOTUBOPEUHS HET U BO3PACT STOWM JUBEPreHIIMU HA CaMOM JieJie OKOJIO 5 MITH
net (Pilbeam, 1984), uro cornacyercst u npyrumu qanabiMu (M. puc. 1.3.3). [Tocnennue naHHbIC B
[[EJIOM HE TIPOTHUBOPEYAT JaHHBIM [0 AMHHOKHCIOTHBIM MOCIEI0BATENBHOCTIM B Oenkax (Goodman
et al.,, 1982), namabpM nuddepeHnuaipsHoro okpammBaHus xpomocoMm (Yunis, Prakash, 1982) u
nanabiM o MT/IHK (I'maBa 13).

1.4. NPAKTUYECKOE 3AHATUE 1

e Bribepure temy pedepata (Ilonbepute mo cBoeMy BKYCY OJAHY M3 T€M, NPHBEICHHBIX B
MeTtouueckoil HHCTPYKLUU K Kypcy — cM. [punoxenue 1).

e (CooOmure mpenogaBaTeNio, Kakas W3 TeM BaMH BbIOpaHa W Korga OyJeT CAelaH JTOKJai
(maTa 3amUTHl aBTOpedepaTa ¢ yCTHBIM BBICTYIIJICHUEM ).

[ ] HpI/IHCCTI/I KﬁJIBKy.]'IfITOpI)I Ha KaxXa0¢€ HOCJ'ICIIYIOHIGG 3aHATHUC JJIA BBITIOJTHCHU ST
MPAKTUYECKHUX 3aJaHUM.

e VYTOYHMTH OcCTaTouHble 3HaHMA No reHetuke (IIpoBepurth crnoBapHbIii 3amac. HamoMHUTBH
HEKOTOPBIE TEPMUHBI).

° BI)ISICHI/ITB, KaKOBBI OCTaTOYHBIE 3HAHUS 110 OMOCTATUCTUKE W 3HAHHUIO MporpaMMHBIX
CpEAacCTB.
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rJ1IABA 2. MATEPUAJIbHbBIE OCHOBbI
HACJIE4ACTBEHHOCTH

NMABHbBIE BOINPOCHbI:

2.1. CTpyKTypa XpOMOCOM.

2.2. Menos u hopmmpoBaHmne ramer.
2.3. MeHgeneBckas reHeTuKa.

2.4. ToHkas cTpyKTypa reHa. MyTtaummn n mogmndukaumm.
2.5. MPAKTUYHECKOE 3AHATUE 2.

PE3IOME

1. MeroTcs yeThIpe MOJIOKEHUS, WK 3aKoHa, MeHnaes:
Hacnengyemple IUCKpeTHBIE NPU3HAKKM KOHTPOJIUPYIOTCS EIUHUYHBIMH (DaKTOpaMH, KOTOpbIE
CYILLECTBYIOT NMapaMu B MHJIUBUYaJIbHOM OpPraHU3ME.
Enunuuneie GakTopel B MEPBOM MOKOJIEHHH THOPHIIOB MPOSBISIOT JOMHHUPOBAHHE OJHOTO U3
3JIEMEHTOB Taphl, YTO BBIPAXKAETCS B €AUHOOOpa3uu TMOpUIoB F .

Envnuunble (akTophl pacIIEIUISIOTCS  (CEerperupyror) BO BTOpPOM MOKOJEHHWH, B F), B

ONPEACTICHHON U YCTOMYMBON MTPOTIOPIIVH.
Enunuuneie (akTopbl, KOHTPOJUPYIOIIME KOHTPACTHBIC MPU3HAKU, COUETAIOTCS HE3aBUCHMO B
MOKOJIEHUH F') U B NOCIEYIOIUX MOKOJIEHUAX COXPAHSIOT CBOIO JUCKPETHOCTD.

2. TloHsATHs JIOKYyC, TeH, ajulelb U HMCTPOH — 3TO OJHU U3 KIIOYEBBIX TEPMUHOB T€HETHUKH,
OOIIHOCTb U pa3aNyus MKy KOTOPBIMU HAJI0 TOHUMATh.

3. IlueitoTponusi — 3TO JIEHCTBUE OAHOIO T'€HAa HA HECKOJBKO MPU3HAKOB. JMHCTA3 — 3TO Qopma
MEXJIOKYCHOTO  B3aUMOJEWCTBUSA, KOrJa OJMH M3 TIE€HOB IOJABJISET NPOSBIEHUE APYroro.
KomemeHTauMsi BBIPA)XaeTCsl BO B3aUMOONOMHEHUN >(PQEKTOB JBYX DPa3HBIX HEAJUICIBHBIX TE€HOB.
Onucra3 1 KOMIUIEMEHTALUS IPUBOJAT K OTKIIOHEHUSIM B IIPOIIOPLUAX HACIEI0BaHUs, IPEACKa3bIBAEMBIX
3aKOHaMH CBOOOHOM cerperaiuu reHoB. [1oJMreHnst — 3T0 KOHTPOJIb PU3HAKA HECKOJIBKUMH T'€HAMHU.
OnHYM M3 BaOKHEHIIMX IMOHSITHM NEHETHUKU SBIIAETCS CLEIUIEHHE — COBMECTHOE HACJIECIOBAaHUE I'€HOB,
CBA3aHHOE C HX paCIOJIOKEHUEM HAa OJHOM M TOM K€ XpoMmocoMe. BHyTpu- M MeKreHHbIE
B3aMMOJCHCTBHS SBIIAIOTCS BAXKHEHIIIMMH CBOMCTBAMU T'€HOTHIIA.

4. OCHOBHBIE IEMEHTHI TOHKOM CTPYKTYpPBI T'€Ha: KOJUPYIOUINE YUaCTKU FeHa — IK30HbI, HE
KOAMPYIOIINE YYaCTKA — HHTPOHBI, IPOMOTOP — PEryJISATOPHBIN YUYaCTOK I€Ha, C HECKOJIBKUMH CalTaMH,
Y, HAKOHEL, TEPMUHATOP — CANT, OTMEYAIOIINI OKOHYaHUE IEHA.

CHAPTER 2. THE MATERIAL BASIS OF HEREDITY

SUMMARY

1. There are four main conclusions or Mendel’s Laws.

* Genetic characters are controlled by unit factors that exist in pairs in individual organisms.

* One of unit factors appeared to be dominant to another unit factor, which resulted in uniformity of the
first generation of cross, F'] hybrids.

* In the second generation of hybrids, in F2, segregation of unit factors occurred in a certain and stable
proportion.

* Unit factors that control contrasting pairs of traits give an independent assortment of one to another.
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2. Notions of a gene, allele, locus, and cistrone are the most important for genetics as a science. Students
should precisely understand both similarity and difference between these terms.

3. Pleiotropy is a gene action mode when one gene has an impact on two or more phenotypic traits.
Epistasis is an inter-locus interaction, when one gene inhibits expression of the other gene.
Complementation is an inter-locus interaction, when one or more genes added to the expression of the
original gene a new quality resulting in a new phenotype. Polygene is one of the series of genes that
control one phenotypic character.

4. In accordance with the modern concept a fine gene structure is comprised by the following parts: /, a
site of initiation of transcription, R, Regulator (CAAT) and O, Operator sites of a Promoter, Exon,
coding part of the gene, Intron, non-coding part of the gene, T, a site of termination of transcription.
Other elements may also be pointed out such as an enhancing site of the Promoter (in some viruses) and
complex pathways both for regulation of transcription and translation.

2.1. CTPYKTYPA XPOMOCOM

BOIHas : : Puc. 2.1.1. K

e SRRt i 2T S e
«bycvl na numuy nokaseiearom numu J{HK,

HakpyyeHHvle 860Kpye Hykaeocom. Ilokazanvl
maxaice opyeue gapuarmul ynaxoexu JJHK 6
xpomocome (Ilo Russel, 1998, p.333;
3aumcmeosano uz Kumynes, 2002, c.309).
- Fig. 2.1.1. Schemmatic representation of a
S [30 M chromosome and its complex structure.

«bycsl
Ha HUTH»

XpomariHoBas (3K

bubpumna .
“Beads on a thread” show DNA that involute
around the nucleosomes. Other modes of DNA
packing are shown (From Russel, 1998, p.333;
E:;;Tyme 3008 Adopted after Zhimulev, 2002, p. 309).

KommnakTHbie

favn 700 uM
MeTtadasnas
XpoMocoMa 1400 am

XpomocomMa — 3TO OpraHouj] KJIETKH, BXOASIIMI B COCTaB KJIETOYHOTO siipa M KOTOPBIU
OTYETIMBO BHJICH B CBETOBOM MHUKPOCKON Ha cramuu Mertadasbl (puc. 2.1.1, mokazaHo BHH3Y) U
cocrosauwmii u3 JJHK u GenkoB. B kaxxaoit metadaznoit xpoMmocome UMEIOTCS MO JIBE XPOMATHIHbIE HUTH,
KOTOpbIe TpeacTaBiieHbl MoJiekyson JJHK, yrmakoBaHHOW BOKpPYT HYKJIEOCOM, COCTOSIIIMX M3 KOMILUIEKCA
oenkoB (puc. 2.1.1, BTOpas cBepXy cxema, HyKICOCOMBI COCTOST U3 8 CyOBeAMHHI] OETKOB-THCTOHOB).
Perumnkanus JIHK B mponiecce KIETOUHBIX AEIEHUNA B MUTO3€ U MEHO03€ SIBISETCS MOJIEKYJISIPHOM OCHOBOM
TOYHOTO KOIHMPOBAHHSI XPOMOCOM B KJIETOYHBIX JMHHSIX OTIEIBHOTO OpraHW3Ma, a TaKXke B PIAy
ponuTenu - TOTOMKU. Hykieocombl HrparoT OOJBIIyI0O pOJib B Mpoleccax KOMIAKTU3AMHU -
JIEKOMITAKTU3ALMK XPOMOCOM B XOJ€ KJIETOYHBIX IUKJIOB. KOMIIAKTHOCTH XpPOMOCOM B CBOIO OYEpE.b
SBJISIETCS Ba)KHOM COCTaBIISAIONIEH MX LIHUTOJIOTMYECKOTO IMOBEACHUS, TOYHOIO YJIBOCHHS U JIEJCHUS B
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KJICTOYHBIX IIOKOJICHUSX. B 3aBHCHUMOCTH OT IOJIO)KEHUS LEHTPOMEPHI BBLACISAIOT TPU OCHOBHBIX
MOP(OJIOrHYECKUX TUIA XPOMOCOM: METAlleHTPUYECKHE, aKPOLEHTPUUECKUE U CyOMEeTalleHTpUUYECKHE.
Martepuan XpoMOCOMBI Ha3bIBaIOT XPOMaTUHOM. Ero MOXHO OKpacuTh M, COOTBETCTBEHHO pa3IHuUsiM
OKpAacCKH, BBIIBUTh BUJOCIECHU(PHUYHOCTh U JJa’k€ MHIUBUAYAIBHOCTh OTAEIBHBIX XPOMOCOM M3 MX BCETO
Habopa, Ha3bIBAEMOI'0 KapuUOTHUIIOM WJIM AMILUIOUJIHBIM HabopoM, 2n (puc. 2.1.2). OxpauimBaHUe MOKET
OBITh KaK OOILIMM, TaK M BBISBIISIOLIMM OT/ENbHbIE YUacTKH XpomMocoM (monocsl — G, C u ap.; puc. 2.1.2).

A " 2 s . B
. : o g ‘s A :
e fs il 4 & o' e
5 " “ *. “®
Y . v
" o ] 3 e
- ':.:- 3 : L
» ¢ e Wy *
l‘ i “,‘; \0“ 3
- s e »> L 4
3 i B * e
“tye

Puc. 2.1.2. A. Xpomocomwi necuanxu Bunoepadosa (Meriones vinogradovi) 6 memacghaze mumosa,
2n=44,; okpawusanue no I'umza, G-nonocwvl (Gimza G-banding). B. Xpomocomul kpvicosuonozo
xomsika (Tscherskia triton) 6 memagpase, 2n=28. C-nonococvl (Pomoepaghuu U.B. Kapmasyesoii).
Fig. 2.1.2. A. Chromosomes of gerble (Meriones vinogradovi) in metaphase, 2n=44, Gimza G-
banding. B. Chromosomes of hamster (Tscherskia triton) in metaphase, 2n=28. C-banding
(Photographs presented by Dr. 1.V. Kartavtseva).

2.2. MENO3 U ®OPMUPOBAHUE FrAMET

Meito3 — >mo mun K1emouHo2o OeneHusl, npu KOMopoM NPOUCX0OUm pedyKyus 4ucia Xpomocom
6060e om ux yucia 6 oometiomuyeckux kiemxax. Korma xiaeTka ¢ JUIUIOWIHBIM (JIBOWHBIM) HAOOpOM
XpoMOcOM (2n) MpOXOAUT Yepe3 MEN03, TO B PE3YJIbTAaTE 3TOTO MOSIBISIOTCS YEThIpE JOUYEPHUE KIIETKH,
KaXKJasi TeHeTHMYeCKU OTIMYHA OJIHa OT JAPYroil M Kaxdas TMpeAcTaBlieHa TalulOuAHbBIM HabopoMm
xpomocoMm (n) (puc. 2.2.1). Meilo3 coCTOUT W3 ABYX MOCIENOBATEIbHBIX JCJICHUNU KIETOYHOIO Spa.
CyurHocTh TIOBEJIEHUST XPOMOCOM B Meio3e mmoka3aHa Ha pucyHke 2.2.1. Cxematnyecku 0003HAUCHBI
pasznuuHbie Ba3sl U B3aUMOJACHCTBHE OTIEIBHBIX XPOMOCOM. [Ipyu MUTO3€ YHCIIO XPOMOCOM B KJIETKE HE
MeHseTcs (2n=4). B mpoTHBOMOIOKHOCTE 3TOMY, IO 3aBEpIICHUU MeH03a WX YHUCI0 B Ka)XJAOW HOBOM
KJIETKE yMEeHbIIaeTcsi BABoe (n=2). Melo3, Kak 1 MUTO3, HAUMHAETCS ¢ MOKosIIerocs siapa (A), koTopoe
3aTeM MEepexXOIuT B cTaauio mpodasbl. XpoMocoMbl B Hauajie KoHaeHcanuu (b) nMeroT Buj OJuHOYHBIX
HUTEN, HA KOTOPBIX BUIHBI XPOMOMEpPHI. 3aT€M COOTBETCTBYIOLIME XPOMOCOMBI MOMAPHO KOHBIOTUPYIOT
(B). B meradaze meiioza (I') smepHast 00oiouka HCUE3ae€T, a IMapbl XPOMOCOM pPaCHOJIOKIINCH B
HKBATOPUAIBHOM IJIOCKOCTH KIJIETKH. 3aTE€M OHHU Pa3bEeIMHSIIOTCS M HAIMpPABISIOTCS K Pa3HBIM MOJIOCAM
KJIETKU. DTO MPUBOJIUT K TOMY, YTO KaKJ1asi TOUEpHss KJIETKa MOJIy4yaeT TOJIbKO JBE XPOMOCOMBI, T.€. 10
OJIHOMY TIPEJICTABUTEIIO OT KaXI0i mapbl. M3 3THX KIETOK 00pa3yrOTCs BIIOCIEICTBUH MOJIOBBIC KICTKU
(rametsl). Ha pucynke BapuanTsl (I) u (I””) WUTIOCTpUPYIOT IEPEKOMOMHAITUIO POIUTEIHCKAX XPOMOCOM
(Toka3aHbl YEepPHBIM M OENBIM I[BETOM IS OTLIOB M MaTepeit). B pesynmpTaTe 4ero oOpa3yroTCsi YeThIpe
pasHele TameThl, B paBHoM uucie (JI wm JI’). BugHo Takke, 4TO OIHa mMapa TpelICTaBlIeHA
METaLEHTPUUYECKUMH XPOMOCOMAaMH, a Jpyras — akpoLEHTpHUUecKuMHu. Meiio3 sBisercs (uznueckont
(LM TOTIOTUYECKOW) OCHOBOM pacHICTUICHHs aJUICJIbHBIX TEHOB U X CIIy4alHOU nepekoMOnHanuu. B xome
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Melo3a TakXKe OCYIIECTBISETCS pEKOMOMHAIUs MEXAYy HeauleJIbHbIMU T€HaMH B pe3yJbTare
KPOCCHUHIOBEpa.

Cnepmemouum QOsoyum
1-20 nopsdxa 1-20 ngpsioKa

Nepeas memagasa wmelioza

Koubio2ayust 20MON0UTHOIX
XPOMOCOM

fiepaoe
nosspHoe
menvie
Oaoyum
2-20 nOpsu
Cnepmamouum
2-20 nopsoka

Puc. 2.2.1. Cxemamuueckoe npedcmasnerue
OCHOBHBIX COOBIMULL MEUO03A; BLIMbIULIEHHbII
npumep 0Jis1 08yX nap mopgoaocuiecku
PA3IUYAIOUUXCIL XPOMOCOM.

Fig. 2.2.1. Overview of major events and outcomes
of meiosis, an example for two chromosome pairs.

Bmopuurute
noAspHLIE

menpun
@k
Cnepmamosaudol Sliuexnemia

|

Puc. 2.2.2. Cnepmamocenes u oozenes
KEMOK HCUBOMMHBIX.

Fig. 2.2.2. A spermatogenesis and oogenesis
in animal cells.

XoTa COOBITHS, KOTOpPBIE MPOUCXOAT B TEUCHUE JENICHUH Mei03a, CXOIHBI B KJIETKaX, KOTOpPbIE
YYacTBYIOT B TaMETOTCHE3€ pPAa3JUYHBIX BHJOB J>KMBOTHBIX, MMEIOTCS OINPEICICHHBIC pa3IHuus IPH
dbopMupOBaHNU raMeT caMIOB (criepMaToreHe3) u npu GopMHpPOBaHHH TaMeT caMoK (oBoreHes). Ha puc.
2.2.2 naHa oOmas cxema 3TUX MPOIECCOB HAa NpPHUMEpPE MO3BOHOYHBIX KHUBOTHHIX. CmepMartoreHe3
OPOXOAUT B MYKCKMX NoJOBbIX opraHax (A). Ilpomecc HauMHaeTcss C€ pPacHIMPEHHOTO pPOCTa
Henn(p(HepeHITMPOBAHHBIX KJIETOK 3apOJBIIIEBOTO ITyTH, HA3bIBAEMBIX CHEPMATOTOHHUSIMU. DTU KIIETKU
YBEJIMYMBAIOTCS U CTAHOBATCS cHepMATONMTaMH 1-ro mopsiaka, KOTOpbIE IOJBEPraioTCs MEPBOMY
MeoTHuecKoMy aeneHuto. [IpoayKTel 3TOro AeleHHs Ha3bIBAIOTCS CIEPMATOLMTAMHU 2-T0 MOPSIAKAa,
CoJepKAIUMM TaIuIOMIHOE YHCIO auaja. BropuuHble crnepMaTOLUTHl B JalbHEMIIEM MOABEPraroTCs
BTOPOMY MEHWOTHYECKOMY JEJIEHUI0 M KaXJas U3 ATHX KJIETOK MPOM3BOJUT IO JIBa TallJIOWIHBIX
cnepmatuga. CoepMaTuIbl OPOXOMAT UYEpe3 CEpUI0  IOCIEAOBATENbHBIX CTaaud  pa3BUTHS,
clepMaTOreHe3, U CTAHOBATCS BBICOKOCIEIMATN3UPOBAHHBIMHM, MOOWUJIBHBIMH CHEPMATO30MIaMHU
(criepmoii). Bce KieTKM cnepMbl, NPOW3BEJCHHBIE B TEUYEHHE CIIEPMATOreHe3a, MOJIYy4aroT paBHOE
KOJINYECTBO SJIEPHOTO T'€HETHYECKOro Marepuana (paBHOE YHMCIO XPOMOCOM) U DPaBHYIO JIOJIIO
UTOTUIa3MBI (puc. 2.2.2).

B oBorenese xuBoTHbIX (B) dopmupoBaHue SHIEKIETKH WM Silla TPOUCXOIUT B SIMUYHMKAX —
KEHCKHMX PENpOAyKTUBHBIX OpraHax. /louepHue KJIETKH BO3HHKAIOT KaK Pe3yibTaT JABYX MEHOTHYECKHUX
JIeNIeHUH, MpU KOTOPBIX T'€HETHYECKUH MaTepuan saapa (B BHJIE XPOMOCOM) JEIHUTCS IOPOBHY, a
IIUTOIUIa3Ma paclpesiessieTcs HepaBHOMEpHO. BMecTo 3T0oro0, B KaXKI0M JICIIEHUH MOYTH BCS LIUTOILIA3Ma
oponurta 1-ro mopsiaka, BO3HMKILEIO paHEe W3 OBOTOHHUS, KOHLEHTPUPYETCS TOJNBKO B OJHOH U3
JOYepHUX KJIeToK. Takoe HepaBHOE pacipeesieHHe TUKTYETCsl TOTPEOHOCTSIMU Oy IyIIero OpraHu3Ma, Bo
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MHOT'OM OCYIIIECTBJISIONIETO HAYaIbHBIE ITAITBI SMOPHOTCHE3a 3a CUET 3PEIOro MAaTEPUHCKOTO SHIA TTOCTIe
OIJIOJIOTBOpeHMs. B TeueHwe mepBod MeHoTHYeckoil aHadasbl B OBOreHE3e TETpalbl MEPBHUHOTO
OBOIIMTA PA3JCNSIOTCS, a JTUaJbl PAcXOAATCS K TPOTHBOIIOJIOKHBIM IONIOCaM (PEayKIUS 4YHClia
xpomocoMm). [lanee, B TedeHue NepBOM Tenmodasbl, TUAABI, OTOMICAIIAE K OJHOMY H3 IOJIOCOB H
MOJyYMBIITUE OYCHb MAIyIO JONIO IMTOIUIa3Mbl, CTAHOBATCS TaK HA3BIBAEMBIM MEPBBIM MOJSIPHBIM
TeqoM. OBoreHe3 3aBepiraercs (OPMHUPOBAHHEM 3PEJIOr0 OBOIMTA, KOTOPBIH COJCPIKUT TaIllIOHIHOE
YHUCJIO XpOMOcoM, n (puc. 2.2.2).

2.3. MEHAEJNIEBCKAA TEHETUKA

[lepenaya mo HaclIeACTBY MNPOCTHIX AUCKPETHBIX MPU3HAKOB WM KAueCTBEHHBIX IPU3HAKOB,
XapaKTepU3yIOMUX BHEUIHUNA OOJMK OpraHu3MOB W HX JApyrue (PEHOTUIIMYECKHEe OCOOEHHOCTH,
peanusyercss MO 3aKOHaM, YyCTaHOBJIEHHbIM emie Menaenem. C COBpeMEHHBIMU ITUTOJIOTHYECKHUMHU
3HaHUSMH U O00O3HAUCHHMSIMU T'€HOB CXeMa HacjelOBaHMS OTAEIBHOTO IMpHU3HAKa OYEeHb MpocTa (puc.
2.3.1). Takxe MPOCTHIM SIBISIETCS MPECTABICHNE CKPEIIMBAHUN U OKUIAEMBIX PE3yJIbTaTOB C TTIOMOIIBIO
pewetku [lennera (puc. 2.3.2).

Pi-ckpewimBaHue
"eHotunsl DD x dd Ckpewmsanne Fy
Dd x Dd
dopmupoBaHue ramet
Faveter D d lametbl D d D d
MokoneHue F4
OnnopoTBOpeHune ®opmupoBaHue pelwetku NeHHeTa ana
D d F,
'
Dd FameTbl D d
(/13)
D DD Dd
CkpewmsaHue F, (OnuHHbIE) (OnuHHbIE)
d Dd dd
d x Dd (OnuHHbIe) (kopomkue)
lametbl D d D d PesynbTathbl F;
Cxpewmsanme F T'enomun Dernomun
2 1DD

CnyqaﬁHoe coyeTaHune rametT 3/4 OJ'IUHHbIe
(&) D () 2 bd
f>é§<d}4 1dd 1/4 Kopomkue
DD Dd Dd  dd 1:2:1 3:1

Puc. 2.3.2. @opmuposanue pewiemxu Ilennema

Puc. 2.3.1. Monocubpuomnoe ckpewusarue ons F2 nomomceme om ckpewueanuii F] x F|,
pacmeHuL? dymucmoeo 20pouiKa ¢ ONIUHHBIM U KOmopble NOKA3aHsl Ha PUC. 2.3.1.
KOpOmKUM cmeoiem. Fig. 2.3.2. A Punnet square generates the F2 of

Fig. 2.3.1. The monohybrid cross between tall the F] x F] cross that shown in Fig. 2.3.1.
and dwarf pea plants.
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[IpocTeiimmii ciryuaii HaceOBaHUS — KOT/Ia OAWH T€H KOHTPOJIMPYET OJWH MpHU3HAK ((EHOTHIT).
Takolf KOHTpOJNb, KaKk B PACCMOTPEHHBIX IMpUMEpax, Ha3bIBACTCS MOHOTEHHBIM, a CKpELIUBaHHE —
MOHOTHOpUAHBIM (puc. 2.3.1-2.3.2). Menaens paccMaTpuBajil HECKOJIBKO MPU3HAKOB CaJ0BOTO TOPOIIKA U
OoOHapy»XWJI YeTKHe MpaBWia (3aKOHBI) UX mepemadn nmotomkam. Ha cxeme (puc. 2.3.1) cumBon d u D
o0o3HauaeT eAMHNYHbIe (PaKTOPHI (Kak WX Ha3bIBaJl MEH/eNb), IeTEPMUHUPYIONINE PACTCHUS C KOPOTKUM
U JUIMHHBIM cTeOJieM, TMepearonecs MoToMKaM yepe3 rameTsl. To ecTh OAMH NMpHU3HAK OmNpeaessercs
(dakTopaMy B pa3IUYHBIX COCTOSIHMSX — JAOMUHAHTHOM (D) u peueccuBHoM (d). Kpome mnpsimbix
CKpEILMBAHUM, B TEHETUKE OOBIYHBI BO3BPATHBIC CKPEIMBaHKs U aHanu3upyromue ckpemusanus F, u F

a
C POAUTENBCKOI MHUEH. B ciydae KOpoTKo- U IIMHHOCTEOEIbHBIX pacTeHuit ropoxa umeem: F, — Dd x
DD, F, — Dd x dd. Uyts Oonee cloXeH ciydail, KOr[a /1Ba I'€Ha KOHTPOJUPYIOT (OPMHPOBAHUE

KOHTPACTHBIX NPM3HAKOB, C JOMMHHUPOBAHUEM OIHOTO U3 ajuieneii (puc. 2.3.3).
CkpewueaHue F;: (2) CcWw x (Q) CcWw Puc. 2.3.3. ueubpuonoe

dopmupoBaHme NponopLmin No eHoTUNy UCXoas U3 4acToT

FameTsbl Cw Cw cW cw CKpewusanue mexncoy 08yms
KOHMPACMHbLMU NAPAMU
cw ccww CCwWw Ccww CcWw cenO6, KOHMPOAUPYIOUUX
Kentbie, Xentble, XenTtble, XenTtble, NPU3HAK JHCETNble — 3€/EHbIE
Kpyrnble Kpyrmble Kpyrnble Kpyrnble (C, ¢) u 2naoxue -
MopwunHucmole (W, w) nioobl
Cw CCWw CCww CcWw Ccww copoxa. Ckpewjusanus
Kentbie, Xentble, Kentbie, Kentbie, npoUIIOCMpPUpOBansbl ¢
Kpyrnble MOPLWHUHUCTbIE Kpyrnble MOPLWHHUCTbIE nOMOZ,{,;b}O pememl{'u HeHHema
U BUNOYHO-TUHEUHbIM
cW CcWWw CcWw ccWW ccWw MemoOoM. o
Kentble, Kentble, 3eneHble, 3eneHble, Fig. 2.3.3. The dihybrid cross
Kpyrnble Kpyrmble Kpyrnble Kpyrnble between yellow-green and
round-wrinkle pea plants.
Cw CcWw Ccww ccWw ccww Punnet square and forked-line
Xentble, Kenrtble, 3eneHble, 3enexble, methods are shown in the
Kpyrnble MOPLINUHUCTbIE Kpyrnbie MOPLUNUHUCTbIE bottom

lporopyuu lporiopyuu eeHomuros,
e2eHomunos, F, F>
1/16 CCWwW
2/16 CCWw 9/16 xenmele,
2/16 CcWww Kpyenbie
4/16 CcWw
1/16 CCww :I_> 3/16 xenmeie,
2/16 Ccww MopuwuHuUcmsble
1/16 ccWW } 3/16 3eneHsle,
2/16 ccWw Kpyerbie
1/16 ccww » | 1/16 3enenble,
MOPWUHUCMbIE

Yactel u Oonee cnoXxHbIE cioy4yan HacienoBaHus. Korma Tpu reHa KOHTPOJIMPYIOT KayeCTBEHHbIC
MPU3HAKH, MBI UMEEM JIeJI0 C TPUTHOPUIHBIM cKpemuBanueMm (puc. 2.3.4). i Takux CKpelmuBaHU
HAaMMEHEE CJIOKHO MCHOJb30BaTh BHJIOYHO-UHelHbIE MeTon (Forked-line method). Dtor meron
Ha3bIBAIOT €Il[€ BETBHCTOM IHUAarpaMMoOi, 1 OCHOBBIBAETCS OH Ha MPOCTHIX BEPOSATHOCTHBIX BBIKJIAJKaX,
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YCTaHOBJICHHBIX TSI MOHOTHOPUAHBIX CKpemmBaHuid. [Ipenmonaraercs, 4ro Kaxkaas mapa TeHOB BEJIET
ce0st He3aBUCHMO B TeueHue popMupoBanus ramet. [locnenoBarenbHO paccMaTpUBAIOTCS TPU dTara.
Korna peanmuzoBano MoHOTHOpHIHOE CKpenBanue A4 X aa, Mbl 3HaeM, 4TO:

1. Bce ocobu F1 umeroT reHOTUN Aa U MPOSIBISIIOT (PKCIPECCUPYIOT) (DEHOTHUII, ONPENeIsIeMbli alienemM
A, KOTOpPBIY HA3bIBAETCS A B MOCIEIYIOMIMNX PACCYKICHUSX.

2. INoxonenue F2 cocrout u3 ocobdeii 1160 ¢ pernotunom A, nmubo ¢ peHoTUrom a B mpornopiuu 3:1.

3. Takue xe 0000IIeHUS MOXHO caenath aisi ckpemuBanuit BB x bb u CC x cc (cMm. mponopruu
ACIICTUICHUH, puc. 2.3.4 " Tab. 2.3.1).
Aunu a \ Bunub \ Cunuc | Komounuposannsie nponopyuu | Puc. 2.3.4. Obobwenue
—3/4C (3/4)(3/4)(3/4) ABC = 27/64 ABC | F2 ons nponopyuii

 3/4B L_1/Mc (3/4)(3/4)(1/4) ABc = 9/64 ABc mpu2ubpuoHo20
—_ | CerIMMSaHuﬂ,
3/4 A {3/4 C  (3/4)(1/4)(3/4) AbC = 9/64 AbC
" 1/4b

NOIYYEHHBIX BUOYHO-
1/4 ¢ (3/4)(1/4)(1/4) Abc = 27/64 Abc JuHetHbiM memooom (1o

- Klug, Cummings, 2002).
3/4C 1/4)(3/4)(3/4) aBC = 9/64 aBC
— -E (1/4)(3/4)(3/4) a @ Fig. 2.3.4. Generation of

3/4B 1/4c  (1/4)(3/4)(1/4) aBc = 3/64 ABC | F3 rihybrid genotypic
1/4a — | —3/4C (1/4)(1/4)(3/4) abC = 3/64 ABC ratio using the forked-

Lo —1_ 10 (1/4)(1/4)(1/4) abc = 1/64 ABC | 'ine method (From Klug,
Cummings, 2002).

3akaHuWBasi JAHHBIN pa3jell, JaBaiiTe nepeopMylIupyeM OCHOBHBIE TpaBWJIA WU 3aKOHBI [
MeHnzens, TOMHS, YTO €IUHUYHBIE ()aKTOPHI — €CTh T€HbI B COBPEMEHHOM MTOHUMaHHH.
3axonvt Menoens:
e HacnenyeMmble TUCKpPETHBIC MPU3HAKK KOHTPOJIUPYIOTCS eIMHUYHBIMU (paKTOpPaMHu, KOTOPHIS
CYHIeCTBYIOT MapaMM B UHAMBHIyaIbHOM OpPTaHU3ME.
e Enunuunbie GakTOPHI B IEPBOM MTOKOJICHUU THOPHIOB MPOSBIISIIOT JOMHUHUPOBAHHE OJHOTO U3
3JIEMEHTOB TIAPbl, YTO BBHIPAKAETCS B €AMHOOOpa3uu THOPUIOB FJ.

e Enunuuneie (pakTOphl pacmienyisioTces (CErperupyor) BO BTOPOM MOKOJICHUH, B F2, B OIpeACTICHHOM
Y yCTOWYMBOM IIPOIIOPLIUH.
e EnuHNYHBIE (PAKTOPBI, KOHTPOJIUPYIOIINE KOHTPACTHBIE IPU3HAKH, COYETATCH He3aBHCHMO B
MOKOJIEHUH [ U B MOCJIEYIOIMINX ITOKOJIEHHUSIX COXPAHSIIOT CBOIO TUCKPETHOCTD.
3aBepiias MOBTOPEHHE KIACCUYECKOM TIEHETHUKH, CleAyeT MOJYEPKHYTh, 4YTO HE3aBHCHMOE
KOMOWHHUPOBAHNE T'aMeT, OTACIBHBIX XPOMOCOM H, Jake 0e3 yueTa MmepeKOMOHMHAIMKM T'eHOB Onaromaps
KPOCCHUHIOBEpY (BBISICHUBILEHCS MHOIO TO3K€ IMEPBbIX MEHJeNneBCKuX paldoT), MaeT KojoccalbHbIe
BO3MOXKHOCTH JIJISl TEHETUYECKONH U3MEHYMBOCTU 0c0o0ei, momymsiuii u BugoB (Taom. 2.3.1).
Tabnuua 2.3.1. Yncno knaccoB rmbpugHOro NOToMCTBa 1 pacwenneHme B F2 npu pasnuyHbix
KOMBUHaLUNAX NPU3HAKOB NPy AOMUHUPOBAHU
Table 2.3.1. Number of classes in hybrid offspring and the mode of segregation in F2 under
different trait's combination

CkpemuBanue Yuciao |[Yucao |[Ymceao Yucii0 Kj1accoB ponopuun penorumnos
pa3jiu4a- BO3MOKH [BO3MOXK-
IOLIUXCS [BIX HBIX
NMPU3HA- TUNOB |T€HOTHIIOB
KOB, P |ramer (EHOTHUMN | TEHOTHI
MounorubpuaHoe 1 2l=2 4' =4 2l=2 31 =3 3:1
JluruGpuaHoe 2 PP=4 W4=16 2’=4 [3°=9 [9:3:3:1
Tpuru6puHOe 3 P’=8 W=64 2’=8 [3°=27 [27:9:9:9:3:3:3:1
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Terparmbpumaoe] 4  P'=16 |4*=256 [2'=16 P*'=81 [81:27:27:27:27:9:9:9:9:9:9:3:3:3:3:1

[MomuruGpuaHOe n 2" 4" 2" 3" 3:1)"

HexoTopsble 1pyrue reHeTu4eckue NOHATHSA

K BaxkHENIIMM MOHATUSAM KIACCHYECKOM T€HETHMKH OTHOCHUTCS MOHATHE cUemieHus. YTto Takoe
cuerieHue? ClenjeHHe - 3TO COBMECTHOE HAclleJJOBaHME TMapbl WM OOJBIIETO YHWCIa TEeHOB,
KOJUPYIOIIUX HE3aBUCUMBbIC TMpu3HaKku. OCHOBHBIE HCCIEIOBAaHUS 1O OOOCHOBAHMIO CIICTUICHUS
BbINOJIHEHBI B 20-M Beke Mopranom, CtepreBantoM U bpumkecom. MarepuanbHasi OCHOBA CLEIUICHUS
ceifuac abCOJIIOTHO MOHSATHA U CBSA3aHA OHA C JIoKanu3alue renoB nuHelHo Brosb JJHK n xpomocomsr.
YacroTa KpOCCUHTOBEpa, 0OOMEHa y4acTKaMH XPOMOCOM, SIBIISIETCS, TOITOMY MEPHIIOM CTETIEHH OJH30CTH
pacIioioKEHUsT TEHOB, YeM MEHbBIIe 4YacToTa, TeM OJuXKe pacrnoiyiaralorcss TeHbl. Ecim dvactora
pexomOuHanuu paBHa 50%, TO T€HBI CYMTAIOTCS HE clerieHHbIMU. OHa rpymnmna CUeruieHus GU3nIecKu
COOTBETCTBYET OJTHOM XPOMOCOME.

K BaxHeHIIMM TMOHATUSM TIE€HETUKH OTHOCUTCA TAaKXKe IOHITHE B3aUMOJECUCTBHUS TE€HOB.
BuyTpurenusie = B3aMMOACHCTBHA —  3TO  JIOMUHHUPOBaHWE, KOJAOMHHHpPOBaHHME  (HEIMOJIHOE
JOMHUHHUPOBAHME),  CBEPXJOMHHHMPOBAHHE,  aIJUTHBHOCTh M  HEUTPAIBbHOCTh.  MeEXTeHHBIC
B3aUMOJICUCTBUSL — 3TO IUICHOTPOMUS, 3MHUCTa3, KOIUJIEMEHTAIMs W TOJHUreHus. Bce BHyTpHUreHHbIE
B3aMMOJICHCTBHS U WX KOJIMYECTBEHHOE BBIpaKEHHE OyIyT paccMOTpeHbl moapoOHee B ['nmaBe 12, xoTs
MOHSATHE O JOMHUHUPOBAHMHM C(HOPMYIUPOBAHO BhIMIE (CM. TOCTynarbl MeHnens), a MeXaHU3M
KOJOMUHUPOBaHUsA OyaeT paccmorpeH B ['naBe 5. Ha manHom srtamne s Hac MPUHIUIIKAAIBHO TOMHUTb,
YTO QIS OJJHOTO T€HA MPOSBIAIOT IudepeHITMATbHYI0 aKTUBHOCTD, KOTOPasi MOXKET TOTJIOMIATHCS,
CKJIa/IBIBAThCS, YMHOXKAThCS UM ObITh MHAU(D(EPEHTHON 10 OTHOLIEHHIO APYT K Apyry. [lneiioTponus —
9TO JCHCTBHE OJHOTO I'eHa Ha HECKOJBKO MPH3HAKOB. YacThIM IICHOTPONHBIM d()(eKToM, Hampumep
reHa OIpeaensonero MophoJIOTHYecKuil MpHU3HAK, SBISETCS €ro BIUSHUE Ha >KU3HECTIOCOOHOCTD.
Onucra3 — 370 GopMa MEKIOKYCHOTO B3aUMOJICHCTBUS, KOT/Ia OJMH U3 I'€HOB IOJABIISET MPOSBICHUE
npyroro. KomiiemeHnTamusi BeIpakaeTcs BO B3aHMMOJONONHEHUU 3(PPEKTOB ABYX pa3HBIX HeallIelbHbIX
FEHOB. OMHCTa3 W KOMIUIEMEHTAIUSl TPUBOIAT K OTKJIOHEHHUSIM B TPOMOPUHUSIX HACICIOBAHUS,
IpeJICKa3bIBa€MbIX 3aKOHAMHU CBOOOAHOM cerperanuu reHoB. [loJimreHus — 3To0 KOHTPOJIb MPHU3HAKA, KaK
MpaBUJIO, KOJIMYECTBEHHOTO TMpU3HAKA, HECKOJIbKMMHM TreHaMd. KoJIMdecTBEeHHbIE MPU3HAKKM M HUX
HACJIEICTBEHHYIO OCHOBY MBI paCCMOTPHUM criennayibHO B ['naBe 11.

2.4. TOHKAA CTPYKTYPA Nl'EHA. MYTALUU N MOOAUDUKALIUUN

['maBHBIE TMONOXEHUSI O TOHKOM CTPYKType T€Ha HYKapHoOT TMpeAcTaBieHbl Ha puc. 2.4.1.
OcHoBHbIE 3n1eMeHThI: koaupytonue yuyactku JJHK rena — 3k30HbI, He KOJUPYIOIINE YYACTKH — UHTPOHBI,
MPOMOTOP — PETYJSATOPHBIA YUaCTOK T'€Ha, C HECKOJIBKUMH CaWTaMU, M, HAKOHEI], TEPMUHATOpP — CaWT,
OTMEUAIONIN OKOHYaHWEe reHa. MHorma reHbl MOTYT MepeKphIBaThCs (MOKa3aHO CTpenkoi). I'eH B
COBPEMEHHOM TMPEJCTAaBICHUN — 3TO MHUCTPOH. L[MCTPOH — 3TO eAWHWIA TEHETHYECKOW (YyHKIHH,
KOTOpasi BKJIIOYAeT Koaupyromuil ydactok moiekyisl JIHK u perynastopHble 37IeMEHTHI ISl CHHTE3a
MaKpOMOJIEKYJI KUBBIX OpraHu3moB (puc. 2.4.1). Takum 006pa3om, OJTHUM U3 BKHEUIINX CBONCTB IeHa
SBIISIETCSl IETEPMUHALIMS M PETYJIALUs ONpeAeNeHHON aneMeHTapHoi (yHKuuu. He Bce TeHbl aKTHBHBI
OJIMHAKOBO. Perymnsius mx akTUBHOCTH — OYE€HB CJIOXKHBIN Tporecc. MOXKHO MOAPA3AeIUTh PEryJIAIUIO
AaKTUBHOCTH TE€HOB Ha JBe (a3bl, CBSA3aHHBIE C OHTOTCHE30M M HOPMAIbHBIM (DYHKIHOHHUPOBAHHUEM
OTJENBHBIX KJIETOK M OPraHW3MOB B II€JIOM. Y BBICIIUX OPTraHW3MOB aKTHBAIMs T'€HOB B OHTOTEHE3E
OpOUCXOAUT AU PepeHIUpPOBaHHO B XOJ€ HWHAMBHUIYAJbHOTO DPa3BUTHUS, M UX (PYHKIIMOHUPOBaHUE
paznuuaercs 1To TKaHsM u opraHaMm (cMm. ['nmaBa 5). AKTHBHOCTH T€HOB B XOA€ HOPMAaJIbHOIO
(GYHKIIMOHUPOBAHUS KIIETOK PEryJUpPYETCsl, B OCHOBHOM, B X0J/i€ TpaHCKpumuuu, uiu cuaresa MPHK na
marpue JAIHK, u B xome tpancisuuu, cunteze noiunentugoB Ha MPHK (Jlexkuus 3). M3BectHO
HECKOJIbKO MEXAaHHU3MOB, C MOMOIIbIO KOTOPBIX OJIMH M TOT € Ha0Op T€HOB B HEOAMHAKOBBIX YCIOBUAX
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KU3HEESATEIbHOCTY OpraHW3Ma M Ha pa3HbIX CTagusX pa3BUTHUS ACTEPMUHHUPYET CUHTE3 OEIIKOB.
Perynsuus sxcnpeccun (BbIpa)KEHHUS) TEHOB MOKET OCYILIECTBIIATHCS Ha HECKOJBKUX YPOBHSIX: TEHHOM,
TPAHCKPHUIIIIUOHHOM, TPAHCISIIMOHHOM M (PYHKIMOHAIBHOM (AnuxaHsH u np., 1985). IlepBoiii U3 HHUX
CBSI3aH C H3MEHEHUEM KOJMYECTBA WM JIOKAJIM3AlMd TE€HOB, KOHTPOJMPYIOUIMX JAHHBIA IPU3HAK.
Bropoii onpenenser, kakue um ckoiibko MPHK mOmKHBI CHHTE3MpOBATBHCS B JAHHBII MOMEHT; 3TO
OCYIIEeCTBIIsIETCSl caiiTamu omeparopa IucTpoHa (puc. 2.4.1). Tpermit obecneuuBaetr or6op MPHK,
TPAHCIUPYIOMIUXCS Ha pubocomax. YeTBepThIii CBsI3aH C AJIOCTEPUUYECKOW PEryJsislueid aKTUBHOCTHU
depmentoB. KoHTponb NEHCTBUS T'€HOB MOKET OCYIIECTBISATHCS TaKKe MyTeM MOCTTPAHCISIIUOHHOMN
Mou(UKAIMKM TOJUNENTHIOB, OCTTpaHCKpunuuoHHoW mMoaudukauun MPHK (crmaiicusr) n npyrumu
My TSMU.

Ok30H1 OJKk30H2  WUHTPOH dk3oH 3 T-cant
o | | | ; T
I R O-cantbl HAYAJIO CJEAYVIOLETO I'EHA
' |
T'EH (IIHCTPOH)

Puc. 2.4.1. Cxema eena. I — caum unuyuayuu mpanckpunyuu, R — pecyismopnutii cavim (CAAT) u O —
onepamopnuiil caim IIpomomopa, Dk30H — kooupylowas yacme 2enda, HHmpoH — He KoOupylowast 4acmo
eena, T — caiim mepmunayuu mpanckpunyuu. Mozym 6vims ykazausl maxoice ycunusarowuil (enhancing)
caim IIpomomopa (v HeKomopwix 6Upycos) u KOMNIAEKCHbLe NYMU KaK OJisl pe2ysiyuu mpaHCKPUnyuu, max u
0151 pe2ynayuy. mpancisyuu.
Fig. 2.4.1. A scheme of a gene. 1, is a site of initiation of transcription, R, are a regulator (CAAT)
and O, operator sites of a Promoter, Exon, is coding part of the gene, Intron, is non-coding part of
the gene, T, is a site for termination of transcription. Other elements may also be pointed out,
including enhancing site of the Promoter (in some viruses) and complex pathways both for the
regulation of transcription and translation.
MyTanuu

I'ens! onpenensior crabuibHble GYHKIUN OpraHu3MoB. OHaKO MHOTAA FeH MOXET HEOKUJAHHO
(CTIOHTaHHO) U3MEHUTHCS, WIM MYTUPOBaTh. MyTaluy reHOB B MPUPOJHBIX MOMYJISAIUAX, KaK MPaBHIIO,
peaku. XOTs CKOPOCTh MyTaluii () HIIMPOKO BapbUPYET y pPa3HBIX OPraHU3MOB M MOKET CHIIBHO
OTIIMYAThCA IS pa3HbIX TeHoB: | = 10° — 107, rpy0o. I'eHHbIe WM TOYEUYHBIE MyTallMU — 3TO OOBIYHO
MU3MEHEHHUs] HYKJICOTHIOB: 3aMEHBI, BCTaBKH, yTepu. VIMEIOTCS Takke pa3iMyHOro TUIA XPOMOCOMHBIE
npeoOpa3oBaHus: HHBEPCUH, TPAHCIOKAINY, MYTUTUKAIMU U JEJICNUU. JDTH XPOMOCOMHBIC ITEPECTPONKU
MHOTJA TakKe HA3bIBAIOT MYyTaIMsIMH, HO Ooliee MPaBUIBLHO 3ape3epBUPOBATH TEPMUH MYTAIlUU IS
W3MCHEHUH Ha reHHOM ypoBHE. OTHEIBHO O MyTaIUsSX M WX POJIM B SBOJIIOIMH MBI €III¢ TOTOBOPUM B
I'naBe 6.

Moaudpuxkanumn

Monudukanuu — 3T0 Ipyro THN U3MEHYMBOCTH T€HOMA, TaK HA3bIBA€MBbIE AMHUIC€HETHYECKHE
WU3MEHEHUsI, KOTJa U3 MPUHIMITHATIBLHO TO0I00HOTO reHoTuria GopMUPYIOTCS (EHOTUITUYECKU Pa3TUNIHBIE
0cO0M B 3aBHCHUMOCTH OT COCTOSIHUA cpeabl. [l JOCOCEeBBIX PbIO, HAPUMEDP, U3BECTHBI <GKUIIBIE» U
«TPOXOJIHBIE», PEYHBIE U O3EPHBIC IKOTHUITBI WM OMOTHUIIBL. Takas H3MEHUMBOCTH UTPAET OONBIIYIO POIh
B TPHUCIIOCOOJEHHOCTH TOMYJIAMA BUAa K MeHstomehcs cpene. Omgnako Hekoropele Ouosoru (b.
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MenanaukoB, Poccus) mpuaaroT UM 3HaYEHUE, KaK OJJHOMY U3 (haKTOPOB BUI000pa30BaHUSI.

IIPU3HAKOB.

2.5. MIPAKTUYECKOE 3AHATHUE 2

2.1. T'enetnueckuii cnoBaps. 1. [lalite onpenenenus 1ist cneayrommx obo3nauenuii - A4, Aa, BbCce, x, P,
F1, Fa. 2. O0BsACHUTD U pa300paTh B CPaBHEHUU TEPMHUHBL: IOKYC, 2€H, A1eNb, YUCPOH (CM. HUICE),
unsepcus, mpaucioxayus, oynauxayus u oeneyus (cm. Hpunosxcenue IV).
e T'en — 570 KOMUpYIOMIas nocnenoBarenbHocTh JIHK, koTopas onpenenser aneMeHTapHy 0 QyHKIUIO
opraHu3ma, TaKyro, Halpumep, Kak CUHTE3 (pepMeHTa.
e AJlleab — ATO BapHaHT I'eHa, C ONpeAeIeHHBIMU OCOOCHHOCTIMHU (QYHKIMH (HapUMep, U3MEHEH
3apsi MOJIEKYJIbI OeKa).
e Jlokyc —3T0O MECTO Ha XpPOMOCOME TJI¢ pacrojiaraeTcsi JaHHbIA reH. B Toke BpeMsi TEpMUH JIOKYC
ynoTpeOseTcsl Kak CHHOHUM T€PMHHA T'eH.
e IluCTPOH — 3TO eAMHMIIA TEHETUYECKOM (PYHKIMH, KOTOpask BKIIOYAET KOJUPYIOLIUI y4acTOK
mouiekyibl JIHK u perynsiTopHbie 3J1EMEHTHI JI1 CUHTE3a MaKpOMOJIEKYJI 5KUBBIX OPTraHU3MOB.
2.2. HezaBucumoe pacuieryieHue u ctaTucTuka. Crnenudurka Ka4eCTBEHHBIX U KOJTUYECTBEHHBIX

2.3. OOBICHUTH XH-KBaIpaT KPUTSPUM VIS OIICHKH PacpeIeTICHUs] YaCTOT Ka4eCTBEHHBIX MTPU3HAKOB.

Pazobpats anropurm: X2 = Y [(f— Y/ £], £ u f — 510 OxHnaeMble 1 HabIrOKAaeMble uncieHHocTH, d.f. =
n - 1, rae n — 9nuciao GeHOTHITHYECKUX KIIACCOB.
2.4. C noMONIbIO KPUTEPHUS XU-KBAJIpaT MPOBEPHTE PE3YyJIbTaThl ONBITOB Menpaens Ha puc. 2.5.1.

MoHorm6pugHoe ckpewmBaHme
dakTrueckue Oxunaemsbie OTkIIOHEHWE (d) (d) /e
YUCJICHHOCTU | YHCJIEHHOCTH (€) (0-e)
(0)
740 3/4 (1000) = 750 -10° 100 100/750=0.13
260 1/4 (1000) = 250 +10° 100 100/250 = 0.40
Bcero = 1000 v=0.53
P=0.48
OnrnbpuaHoe ckpewmBaHue
587 567 +20 400 0.71
197 189 +8 64 0.34
168 189 -21 441 2.33
56 63 -7 49 0.78
Bcero = 1008 v'=4.16
P=0.26

Puc. 2.5.1. J[sa
npumepa
pacwjenyieHuul 8
CKpewuBanHusx
Memnoens (Ilo Klug,
Cummings, 2002).
Fig. 2.5.1. Two
examples of
segregation in
Mendel’s crosses
(From Klug,
Cummings, 2002).

2.5. 3amanue s camooOpa3oBanus ¢ MHTepHeT-oanepxkoit. Mcnonbs3yst anpeca caiitoB MaTepHera,
npuBeseHHble B Jlekuuu 1, Haiiaute Tpu npuMepa, WUIIOCTpUpYyomue 3akoHsl Menzens. [lokaxure nx
IIPENOAABATEII0 U TIOACHUTE PE3yJIbTATHI.
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IJ1ABA 3. TPAHCJ/1SIUNS FTEHETUYECKOMN
NHOOPMALUNN. BBEAEHUNE B TPOTEOMUKY

NMABHbBIE BOINPOCHLI:

3.1. KOMNOHEHTbI, KpUTUYECKME ANS CMHTE3a BEenkoB.
3.2. NMpouecc TpaHcnsaumun: ot JHK oo nonunentuga.
3.3. HacnencTtBeHHOCTb, B6enkn n oyHKLMS.

3.4. BeBegeHune B NpOTEOMUKY.
3.5. MPAKTUYECKOE 3AHATUE 3.

PE3IOME

1. TpaHcassMA — 3TO CUHTE3 NOJUNENTUAHBIX LIENIEH, OCYIECTBIsAEMBbIN B KileTkax. OHa peanusyercs Ha
ocHoBe uHpopmaruu, xpanumord B MPHK mocpeactBom prbocoMHOTro KoMILiekca. ITOT MPOIEce, TAaKHUM
00pa3oM, KOHBEpTHpYET MH(POPMAIIHIO, 3aKOJUPOBAHHYIO B IOCIeA0BaTeNbHOCTH HykiIeotuaoB /IHK B
IIOCIIEA0BATENBHOCTS AMUHOKHCIIOT, IPEICTABIISIFOIIMNX TOJUIICTITHIBI.

2. TpaHcnauusa — 3T0 KOMIUIEKCHBIN HEPrOEMKUH MPOLIECC, 3aBUCIINN OT 3apskeHHbIX Mosiekyl TPHK
U MHOTOYHMCJICHHBIX OEJKOBBIX (haKTOPOB, y4yacTBYIOIMIUX B cuHTe3e. TpancnoptHeie PHK cmyxar B
KaueCTBE aJIallTOPHBIX MOJIEKyJ Mexay Tpuruietamu MPHK 1 cooTBeTcTBYIO1IEH aMUHOKUCIIOTOM.

3. HccnenoBanue moTpeOHOCTEW MHINEBBIX IeNeld y XJIeOHBIX Apoxoke Neurospora bunmmom c
KOJIJIETaMH JI0Ka3aJl0, YTO MYTALMHU BBI3BIBAIOT MOTEPIO0 AKTUBHOCTU COOTBETCTBYIOMIUX (hepMEHTOB. DTa
paboTa mpuBena K KOHIENIWHW «OAMH TeH — OJMH ¢epMeHT». OTa KOHIENIMs OblIa MO3XKe
MOIU(HUIMPOBaHA B COOTBETCTBHU C 0Oo0Jiee COBPEMEHHBIM INOHHUMAaHHUEM, YTO OAUH TeH ompeessieT
CHHTE3 OTHOI'0 MOJTHIIENITHAA.

4. IlpeamonoxkeHWe, YTO HYKIEOTHIHAS IIOCIENOBAaTEIbHOCTh B TI€HE OIpPENEseT KOJHNHEAPHO
MOCJIEI0BATENbHOCTh AMHUHOKHCIOT B MOJMIENTHAE OblIa JOKa3aHa B 3KCIEPUMEHTaxX IO CHUHTE3Y
TpunrodaHa y KMIIEYHON nanouku E. coli.

5. Besaku, SBISIFOTCSI KOHEYHBIMHU MPOAYKTaMHU reHoB. OHM 00HApyKUBAIOT YETHIPE YPOBHS CTPYKTYPHOM
opranuszanuy. IlepBu4Has CTPyKTypa 0esIKa OINpPENESAeTCs MOCIEI0BAaTEIIBHOCTbI0 aMUHOKHUCIOT B
nernd. BropuyHasi M TpeTHYHasi CTPYKTYPA 3aBHUCAT OT IBYX HEPApXHUil B TPEXMEPHOW KOH(pOpMAIHu
NOJUNENTUAHON nenu. YerBepTHYHasi CTPYKTypa OIPEAEIAETCS KOMIUIEKCUPOBAHUEM MOJIEKYJIbI
0eka, UMEIOLIEr0 HECKOJIbKO MOJIUMNENTHIOB (OJIUTOMEPHBIE OENIKH).

6. ®epMeHTAaTUBHAs KaTaJIWTUYecKass (PyHKIUS SBISETCS OAHOM M3 CaMbIX 3HAYMMBIX CpPEeId MHOTIHMX
COTEH ThICSIY (DYHKIIMH, BBIITOTHAEMBIX OelIKaMU. DTOT BBICOKOCTICTIM(DUIHBIIN KIETOYHBIN KaTalu3 UTpaeT
LEHTPAJIbHYIO POJb B CHUHTE3€ MHOTIOYMCIEHHBIX BEILECTB B JKMBBIX OpraHM3Max. beinku coctosaT u3
OJTHOTO WM OOJBIIEro yucia (yHKIMOHAIBHBIX AOMEHOB, KOTOPBIC 3aMMCTBYIOTCS pPa3UYHBIMU
MojekyiaaMu. IIporcxoxaeHue 3TUX JOMEHOB MOXET OBITh CBSI3aHO C HMEPeTACOBKOl JK30HOB B
IIPOLIECCE DBOJIOLHH.

7. IIpoteoma — 3TO HabOp OEIKOB, HKCIPECCUPYIOLIUXCSA C T€HOB M MOIU(PHUUPYLIMXCS B TEUCHHE
KU3HU KJIETKU. B y3KOM CMbICIE TEPMUH ONUCHIBAET TaKKe HAOOp (PEPMEHTOB, UMEIOLIUXCS B KIETKE B
JaHHBI MOMEHT BpeMeHU. IIpoTreomMuka — 3T0 Hayka, 3aHUMAIOIIASICS UCCIEIOBAHUEM IIPOTEOMBI.

Chapter 3. TRANSLATION OF GENETIC INFO.
AN INTRODUCTION TO PROTEOMICS

SUMMARY

24



1. Translation describes synthesis of polypeptide chains in cells, under the direction of mRNA and in
association with ribosomes. This process ultimately converts the information stored in the genetic code of
the DNA forming a gene into the corresponding sequence of amino acids making up the polypeptide.

2. Translation is a complex energy-requiring process that also depends on charged tRNA molecules and
numerous protein factors. Transfer RNA (tRNA) serves as an adaptor molecule between an mRNA triplet
and the appropriate amino acid.

3. Investigation of nutritional requirements in Neurospora by Beadle with colleagues made it clear that
mutations cause the loss of enzyme activity. Their work led to the concept of one-gene: one-enzyme. The
one-gene: one-enzyme hypothesis was later revised. Pauling and Ingram's investigations of hemoglobins
from patients with sickle-cell anemia led to the discovery of the fact that one gene directs the synthesis of
only one polypeptide chain.

4. The proposal suggesting that a gene nucleotide sequence specifies the sequence of amino acids in a
polypeptide chain in a colinear manner was confirmed by experiments involving mutations in the
tryptophan synthetase gene in E. coli.

5. Proteins, the end products of genes, demonstrate four levels of structural organization that collectively
provide the chemical basis for their three-dimensional conformation, which is a basis for function of a
molecule.

6. Of the myriad functions performed by proteins, the most influential role is assumed by enzymes. These
highly specific, cellular catalysts play the central role in the production of all classes of molecules in
living systems. Proteins consist of one or more functional domains, which are shared by different
molecules. The origin of these domains may be the result of exon shuffling during evolution.

7. Proteome is a set of proteins expressed and modified during a cell entire lifetime. In a narrower sense,
the term also describes a set of proteins expressed in a cell at a given time. Proteomics is the study of a
proteome, and it uses technologies ranging from genetic analysis to mass spectrometry.

3.1. KOMIMNOHEHTbI, KPUTUHECKHUE OJ1A CUHTE3A BEJIKOB

benku sBIAIOTCS OCHOBHBIMU MPOAYKTaMH TeHOB. VIMEHHO Ha OCHOBE OEJIKOB CTpPOUTCS BCE
MHOrooOpasue ¢yHkuuii u 4ept ¢eHotuna. IloaTomy HEOOXOIUMO PpPaccMOTpPeTh, KaKHE MPOLECCHI
OCYILECTBIISIIOT CHHTE3 OETKOB M KaK MPOUCXOIUT Iepeaada TEeHEeTHYeCKOW HH(POpPMAaluu OT TeHa
(reHOTUNIMYECKUN YpOBEHb) K Oenky (dheHoTunmuyeckui ypoBeHb). [loHMMaHuE STUX MPOLIECCOB
MOHAJOONUTCSl TakXKe, KOTJAa WM3MEHYMBOCTh OCNKOB OyJeT WCIIONB30BaThCs IS  MapKHpPOBAHUS
U3MEHYNUBOCTHU T'€HOB.

Jlia cuHTe3a OenkoB HamOOJee CYIIECTBEHHBIMU SIBJISIOTCS MATh KOMIIOHEHTOB, MH(pOpMaLuUs O
KOTOPBIX M3JI0)KEHa HUXKE B COOTBETCTBYIOHIMX MyHKTax 1-5 Pasznena 3.1, a cyTh TpaHcisuuu aHa B
Pasznenax 3.2 u 3.3.

1. Marpuunasa PHK

Matpuunas PHK (MPHK) wurpaer ponb B 00bequHEHMHM BMecT€ PHOOCOMHBIX CYOBEAMHHIL
(oObsicHEeHME HI)KE) M IpPEeJOCTaBICHUS KOAWpyIouled uHpopMalnuu, KOTopas —OIpenesserT
MOCJIEA0BATEIbHOCTh AMHHOKHCIOT B MPOM3BOAMMON mnonunentuaHod uenu. Mcexomnmas MPHK
HOJBEPraeTcsl y BHICIIUX OPraHU3MOB CO3PEBAHUIO, ITABHBIM 3TAallOM KOTOPOT'O SIBJISIETCS MPOLIECCUHT, TO
€CTh, BbIPE3aHUE MHTPOHOB U PETYJISATOPHBIX CAWTOB M3 MEPBUYHOM MOCIIEOBATEILHOCTH HYKJIEOTH/IOB.
Posnn MPHK B cuHTe3€ G€KOB MBI €111e KOCHEMCsI B ITOCIEAYIOIMINX pa3zenax.

2. Tpancnopraas PHK

Tpancnoptnass PHK (TPHK) mnpencraBmena xkmaccoM MOJEKysd, TNpeIHA3HAYCHHBIX —JJIS
npeoOpazoBanus crnenuduuecko wuHpopmammu TpurmetHoro koaa MPHK B coorBeTcTBylOIINE
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AMHHOKHUCIIOTHI. AJanTopHas WM poib nepeHocunka wHpopmammu st TPHK Owpima moctynmupoBana
Kpukowm (F. Crick) B 1957 r.

Ctpykrypa TPHK. Benencteue ux manmoro pasmepa u ctabunbHoctd TPHK ObUTH HCCeIOBaHBI
panbuie u ayudme apyrux PHK. Paznuunbsie TPHK cocrost u3 75-90 HykiieoTHAOB, HpOSBIISAS MOYTH
UJICHTHYHYIO CTPYKTYPY Y MPOKAPHOT U DYKapHOT. Y oboux tunos opranuzMoB TPHK tpanckpubupyercs
Kak OOJIbILIEro pa3Mepa MOJIEKyJla-IpelIeCTBEHHUK, KOTOpasi MOCPEICTBOM (epMEHTaTUBHON 00pabOTKU
npespatiaercs B 3penyto moiaekyny 4S TPHK. Hanpuwmep, y E. coli, TPHK coctout u3 77 HyKki1€0THA0B,
TOTJa KaK MOJEKyJa-TpeaIIeCTBeHHUK colep:kuT 126 mykineotumoB. B 1965 r. Xomu (R. Holley) ¢

KOJIJIETAaMH JIOJIOXKHJIM O BBISICHEHUH TOJHOW TMEPBUYHOM TOCIENOBATEIBHOCTH HyKiIeoTH1oB TPHK1A
(TPHK—nepenocuuk ananuHa) y aposxxeil. Oka3anock, 4TO YHUCIO HYKIEOTUAOB SBIISETCS YHUKAIbHBIM
st TPHK. Kaxnas PHK sBnsercs moaudukammeit oqHOro U3 a30TUCTBIX OCHOBAHHM, UCMOIB3YEMBIX B
PHK (G — ryanun, C — uuro3uH, A — agenud u U — ypauun). TPHK BkiItouaroT, cpenu Ipyrux, HHO3MH,
KOTOPBIN COIEPIKUT MyPUH TUIIOKCAHTHH, PUOOTUMUAUIOBYIO KUCIIOTY U TICEBAOYPHUIMH.

AHanu3 NepBUYHON MOCIIEOBATENbHOCTH IpuBeNn Xoiau K ABymepHoil mogenu TPHK mo tumy
KJeBepHOro Jucta (puc. 3.1.1). JIo atoro 6su10 n3BectHo, uTo TPHK mposiBisieT BTOpUYHYIO CTPYKTYPY,
3aBUCHMYIO OT COYETAaHHs Iap OCHOBaHWM. XOIM MOHsUI, YTO OH MOXXET IpeoOpa3oBaTh JIMHEWHYIO
MOCNIE0BATENbHOCTh TakKUM 00pa3zoMm, uTo Mojekyina PHK oOpa3yer HECKONbKO BBITATUBAHUN WU
METENIb B pe3yJIbTaTe CMBIKAHWS Map OCHOBAHWM; BO3HHMKAIONIAs CTPYKTypa MOXOXKa Ha JUCT KieBepa
(puc. 3.1.1). Iletnu conmepxat MoaU(UIMPOBAHHBIE OCHOBAHMSI, KOTOPhIE B OOBIYHBIX Mapax OCHOBAaHUI
He BcTpevarores. [lockonpky momuduuupoBanubsii Tpumier GCU (GCC u GCA) ompenenseT anaHuH,
XoJ1 IpOBEJ MOUCK IMOCIEN0BATEIBHOCTH aHTUKOI0HA, KOMIUIEMEHTAPHOTO OJHOMY M3 3TUX KOJIOHOB B
MOJIEKYJIe TPHK?==, On OOHApY KU €ro B BUJIC CGlI
(B 3' — 5' HampaBiieHUH), B OAHON U3 METENb «KJIEBEPHOTO JIUCTa». A30THUCTOE OCHOBaHHWE | (MHO3MH)
MOKeT (hopMHUPOBaTh BOJOPOAHYIO CBsi3b ¢ U, C win A, TpeTbUMHU WieHaMu TpuruieTa. IMEHHO TakuMm
myTeM OBLT pacrio3HaHa netiis antukonoHa B TPHK.

MUHOKNEHOR Puc. 3.1.1. /lsymepnas moodens KiegeprHoco aucma
mpancnopmuoti PHK (mPHK).
Ilpeocmasnena obwas cxema mpancghopmayuu unghop-
mayuu mPHK uepes caiim mPHK na xomnonenm noaunenmuod
— amunokuciomy. Ocmamxu caxapa uzoopagicenvl 8 guoe
NPAMOY2ONIbHUKOS, d COCOUHIIOWUE UX TUHUU 0O03ZHAYUAIOM
gocpoousrgupnvie cesasu. Cmebdbau wnuiex obOpazosansvl cnapu-
BaHUEM KOMNIEMEHMAPHBIX OCHOBAHULL (NOKA3AHO KPYHCKAMUL).
Ha xonye kadicooi wnuisvku Haxooumcs: 00HOYeno4eyudst
vy nemis. B nudicheil nemie pacnonosicer mpuniem, KOMniemen-
CMApHbLIL KOOOHY MOU AMUHOKUCTIOMbL, KOMOPYIO NPEeOCmasisien
Q{ dannas mPHK. Dmom anmuxo0on y3naem KOOOH nymem
cnapueanist OCHOBaHUU. AMUHOKUCIOMA NPUCOEOUHSIEMCS K
nocieonemy nykieomuoy 3'-konya, Komopwlil u300padicen 6
eepxneti yacmu pucynka (Ilo Jlvroun, 1987, c.67).
Fig. 3.1.1. Two-dimensional cloverleaf model of transfer RNA.
A general scheme for adopting of mRNA information
through binding of tRNA anticodon site and formation a
polypeptide unit, aminoacid is outlined. Sugar residuals are
UL shown as rectangles and lines that connect them denoted the
upopmawronnan PHK  phospho-di-ether bonds. Steam of pin is formed by pairing of
complementary residuals (shown with dots). At the end of each
pin there is a single-strained loop. A bottom loop contain a
triplet that is complementary to the codon of an aminoacid,
which represented by this tRNA. This anticodon recognize
consequent codon by base pairing. Aminoacid is bonded on top
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at 3’- end (From Lewin, 1987, p.67).
AykapuoTbi Puc. 3.1.2. [Ipoxapuomuueckas u dyKapuomuseckas pubocoma.
(MoHocoma 80S) Onu cocmosm uz 08yx cyoweounuy. Ilokazanvl mpu 0eticmeyouux
cauma pubocomwvt — A, P, E (amunoayunohwiil, nenmuouibHblil U 6b1800AUULL).
Fig. 3.1.2. The comparison of components in procaryotic and eucariotic
ribosome. Three sites of a ribosome are shown, A, P, E (Aminoacyl, Peptidyl,

a and Exit).
‘ i 3. PuGocomsl

OTOT KOMIIOHEHT MPEICTABIEH KJIETOYHBIMU OpPraHOMJaMH, Ha KOTOPBIX
OCYILECTBJIACTCSI CHHTE3 MOJUIENTUAHBIX MOJEKyl OenkoB. Pubocombl
nBuratotcst B1osb Mosiekyssl MPHK, u nomyuns coorBercTBytomryto monekyiny TPHK, npucoenunstor ee
K TOJMIIENTHIHON LIeNN MOCPEACTBOM NMENTUIHON CBsI3H. PUOOCOMBI COCTOAT U3 JABYX OTIENbHBIX pHUOO-
NPOTEUHOBBIX yacTel, manoi (40S, y sykapuot) u 6onpuioil cyobequauibl (60S), KOTOpbIE K MOMEHTY
TPAHCIISIITUU COSAMHSIOTCS BMecTe, (hopmMupys 3penyto pudbocomy (MoHOCOMY), Maccoit 80S y aykapuoT u
70S — y npokapuor (puc. 3.1.2).

MNpokapuoTs!
(moHocoma 70S)

4. Amunoanuia-TPHK cunrterassi (A-TPHK)

Kaxnplii ¢epmMeHT B 3TOM HaOOpe MOJIEKYNl KaTaJU3UpPyeT NPUCOCAMHEHHUE OIpe/eeHHON
aMUHOKHUCIIOTHI K cooTBeTcTByromed Moisekyie TPHK. A-TPHK, oOvegunennas co cBoeit
aMUHOKHCIIOTOH, Ha3biBaeTcs amuHoaneTwiunpoBanHoi TPHK win 3apsoxennoi TPHK. Ona nocrynaer B
cnenuanbHbli calit pudocoms! (puc. 3.1.2, A). ITocne storo TPHK ¢ amuHOKMCIOTON NpU ydacTuu psaja
JIpyTUX MAaKpOMOJIEKYJl TIEpeMellaeTcss B CIeAYIOIUi, nenTuauiabHblil caldt (puc. 3.1.2, P), rae
yaepKuBaeTcs pactyiuid nentun. OcBoOO MBIIAsICS TTOCTE CHHTE3a, He 3apsbkeHHas TPHK mepexomur B
TpeTUid, BBIBOAAIINI (eXit) caliT u 3aTeM mokuaaet pudbocomy (puc. 3.1.2, E).5. dakTopsl HHULIHALNH,
JJIOHTAlMM ¥ TEPMUHALMHA

CuHTe3 mnoNMIEenTHAa MOXKHO TOApPA3NEIUTh HAa TPU CTAaAWM: HMHULMALMSA, DSJIOHTalus W
TepMuHaNMA. B Kaxoii (haze yqacTBYIOT crieruduuecKkue MoeKybl. PaccMoTpuM 3To Gosee moapooHo.

3.2. MPOLIECC TPAHCNAUUWN: OT PHK K NONIUNENTUAY

Nunnunanus
Nuannuanus y 3ykapuoT HaunHaeTcst co ckanupoBanust MPHK 1 morncka MHUIMHUPYIOIMIETO KOJIOHA.
WNuuimamus cuate3a Oenka HaunmHaetcs (1) ¢ oOpazoBaHusi CTAPTOBBIX KOMILIEKCHBIX (OopM Ha 5' KOHIIE
MPHK. 3nmecy Bo3Hmkaer kam (5°-cap), WJIM «IIanKa», W TMPUCOCAMHCHHE HECKOIBKUX (HaKTOPOB
waummanmn  (IF). (2) CdopmupoBanHblii CcTapTOBBIM KoMIuieke BkioudaeT 40S  pubocoMHyrO
cyobenuuuily, naunuatropayro TPHK» (met — metnonun), u daxropsr maumuaruu IF (IF1-IF3). (3)
CrapToBbIil KOMITIEKC npucoenuuseT cyoreaunniy 60S, B kotopoii TPHK 3anumaer P (menTuauinbHbIi)
cait. OtoT KoMmIuiekc asuraercs Baosib MPHK no mpourennss mepBoro komona AUG, ¢ koToporo
HaunHaetcst TpaHcasnuss MPHK. Cam mpouecc TpaHCHSIMM HAYMHAETCA C MPUCOCIMHEHUS] MOJIEKYJIbI
TPHK™ x pubocome. [lanee amuuoanerunupoBannbie Mojekynasl TPHK moctynaior mociemnoBarenbHO
0JTHA 3a IpyToil K pubocome, koTopas Tpanciupyer MPHK.
DJIOHT Al UA
DJIOHTAILMs OCYIIECTBIIAECTCS MOCIIEI0BATEIBHO KOJOH 32 KOJAOHOM MOCPEACTBOM TaK Ha3bIBAEMOIO
MexaHu3Ma TpemeTku (ratchet mechanism). DmoHrammsi moymnenTuaa HAYUHACTCS C MPUBJICUYCHHS
cnenranbHoro gakropa EF-Tu-I'T® (puc. 3.2.1). DnoHranus COCTOUT U3 TPEX MPOIIECCOB,
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p; Puc. 3.2.1. {uxn snoneayuu 6enxosoco cunmesda.
@axmopul unuyuayuu (IF1, IF2) oceoboacoaromes,
0a6as BO3MOICHOCMb dAccoyuayuu 08yx cyoveOuHuy
pubocomwl. 3apsxcennas unuyuamopras mPHK
sanumaem caum P. I[lenmuonas cés3v ¢hopmupyemcs
MexHcOy nepeotl U HO8OU AMUHOKUCTOMOU 8 IMOM Jice
caume A (pala). dnepeemuuecku nepeHoc Ho80OU
A4¢ amunoxuciomol obecneuusaem gpaxmop snoneayuu EF-
Tu. @ynkyua paxkmopa EF-Tu cocmoum makorce 6
neperoce 408 cyoveounuywl K credyrouemy KoOOOHY.
TP @yuxyus opyeoco pakmopa EF-G cocmoum 6
' 0c6000coenuu nesapsicennot mPHK (I1o Klug,
Cummings, 2002, p.258, ¢ cokpawerusmu,).
Fig. 3.2.1. Initiation of protein synthesis. (4) The
initiation complex forms at the 5' end of the mRNA. (B)
This consists of one 408 ribosomal subunit, the initiator
tRNAmet, and the elF initiation factors. (C) The
initiation complex recruits a 60S ribosomal subunit in
which the tRNA occupies the P (peptidyl) site of the
ribosome. This complex travels along the mRNA until
the first AUG is encountered, at which codon
translation begins (From Klug, Cummings, 2002, p.258,
with modifications).
ocyiecTBisieMbiXx MOBTOpHO: 1. [IpuBHecenue HoBoil amuHoanun-TPHK B odepenn. 2. @opmupoBanue
HOBOM TMENTUIHOMN CBSI3M IS HapalmuBaHus nonumnentuaa. 3. [lepensukenrne puOOCOMBI K CIIEIYIOMIEMY
konony Broas MPHK. Ha pactymem konue kaxnas noctynatomas TPHK ¢ amunokucnoToi tectupyercs
Ha COOTBETCTBHC W IMPHUCOCTUHSCTCS TMENTHUIHON CBSI3bI0 MOCPEACTBOM NeNTHIATpaHchepasbl K cBoeH
MpEIIIeCTBeHHULIC: aMUHOTPYIINAa OYepeTHOW aMUHOKHCIOTHI COEAUHSIETCS ¢ KapOOKCHUIBbHOU TpyHIoi
MPEAIIECTBYIONIEH aMUHOKHUCIOTHI. B  KoHIe, xumuyeckas cBsS3b Mexay nociaeaHed TPHK wu
MPUCOEAMHEHHOM K Hell aMUHOKHUCIIOTON pa3pyliaeTcs U CKOMIJIEKTOBAaHHBIN MOJIUTIENTH/I BBIBOAUTCS U3
puOOCOMBI.
[TepByrto u cneayrolye CTyNeHH! SJIOHTAIlNH UILUTIOCTPUpPYeET puc. 3.2.1.
TepmuHanus
B cpaBHeHuMH ¢ WHMIMANKEHd W SJOHTAIlMedl TepMUHAIUS MOJHUIENTHAHOTO cuHTe3a ((dasa
ocBOoOOXAeHUS) siBasieTcsi mipoctod. Korma crom-xkomon mpouteH, TPHK, nHaxomsmascs Ha KoHIE
nonumnenTuaa, ocraercs B P-caiite, a ocBoOoxmatoumii daxrtop (release factor, RF) coenuHsercs c
pubocomoii, ruaponus I'T® (ryanozunaTpudocdara) mocTapiIseT YHEPTHUI0 U OCBOOOXKIACT MOJIUATICTITH/T
ot TPHK, a taxxe BeiBoaut RF u mauccomuupyer 80S cyoweaunuiy or MPHK. Takum oOGpazom, curnan
TEPMUHUPYIOIIETO KOJOHA OCBOOOK/IAET 3aKOHUCHHYIO MOJUNENTUAHYIO IIETb.
MMonupudocombl
Kak Tompko B miporiecce aioHTanuu HadabHbIH (pparmenT MPHK mpoxomut uepes pubocomy, 3ta
MPHK mony4aer BO3MOXHOCTh acCOIMUPOBATh C APYroil Mamnoil cyObeauHuneid U GpopMupyeT BTOpOit
KOMIUIEKC MHHULMALIUU. DTOT MPOLECC MOXKET IMOBTOPSATHCS HECKOJIBKO pa3 ¢ Toi xe camoil MPHK,
dbopMupys CTPYKTYpYy, Ha3blBaeMyl0 MOJMPHOOCOMA WU NPOCTO moJmcoMa. [TonupubocoMbl MOKHO
BBIJICTIUTh M WCCIICJIOBATh, MPUMEHSST MATKAW JTU3nC KieTok. Ha puc. 3.2.2 MOTMCOMHBIC KOMIUICKCHI
BUJIHBI [TO/1 YBEJIMUEHUEM AJIEKTPOHHOTO MUKpockoma. Ha stom pucynke Buana taxke MPHK (puc. 3.2.2,
TOHKAas JIMHHS), pPACIOJIAralomiasicsl MEKIy HHIUBUIAYATbHBIMH puOOCOMaMH. BHIHBI —Takxke
MOJUTIENTHIHBIE 1I€TIH, BBIXOAAIIUE U3 PHUOOCOMBI B XOJA€ TpaHchsauuu (puc. 3.2.2, U30THYTHIE IICTH).

AAGUGA
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dopMHpOBaHHE KOMIUIEKCA TIOJIMCOM SIBISIETCS JeMOHCTpamued S((EKTUBHOTO HCIOIB30BAHUS
KOMIIOHEHTOB CHHTE3a, MMEIOIIUXCS B HAJIMYMH B JAHHBIA MOMEHT BPEMEHU
Puc. 3.2.2. Busyanusayus noaupubocom, 6blOeNeHHbIX U3 2USAHMCKUX |
K1emoK CoHHbIX dcene3 komapa Chironomus thummi, 6 none
9NeKMPOHH020 MUKpockona. Omuemaugo UOHbL NOJUNENMUOHbIE
yenu, noxuoarowue Kaxcoyro pubocomy. Mx onuna yeeauuugaemcs
N0 Mepe NPOoXoHcOeHUs npoyecca mpanciayuu ciesa (') na npaso
(3') eoonv MmPHK (Ilo Klug, Cummings, 2002, Fig. E.V. Kiseleva).
Fig. 3.2.2. Polyribosomes visualized under the electron microscope
from giant salivary gland cells of the midgefly, Chironomus thummi.
The polypeptide chain is apparent as it emerges from each ribosome.
Its length increases as translation proceeds from left (5') to right (3')
along the mRNA (From Klug, Cummings, 2002, Fig.E.V. Kiseleva).

IIpokapuomul uacmo KoOupyom mynomu-noaunenmuonsie yenu nocpeocmgeom oonou mPHK, ato
JTABHO M3BECTHO KaK OMEPOHHBIN MpHHIUT paboTel reHoB. Y mpokapunotr MPHK He nmeer cnenmanbHOTO
MOCaJOYHOT0 K3Ma (IIaNKH) U OTCYTCTBYET CKAHMPYIOIIMKA MEXaHU3M JUIsl MOMCKa CTapTOBOTO KOJAOHA
AUG. VY E. coli, HaripumMep, TpaHCIIALUS HauWHAETCs, Koraa aBa mHUOuUpytomux ¢akropa (IF1 u IF3)
B3auMoJieiicTBYIOT ¢ 30S cyObenuHHIEH B TO K€ caMoe BpeMs, KOrja Apyroil MHUIMHUpYomuil GakTop
(IF2) coemmusiercst co crenuansHol wHUIMHpyoomeii TPHK, 3apspkeHHON (QopMHUIMETHOHWHOM
(TPHK™e)). DT xoMmoHeHTHI moaxoaat BMmecte u coeaunstorces ¢ MPHK. Ipucoeannenne npoucxoaut
o BOJOPOAHON cBs3M Mexay 3' xoHmoMm 16S pPHK, mpucyrctByromeld B 30S cyObenunwime, u B
CIIELMAaJIbHON TMOCIIEI0BATEIbHOCTH, pUudocoMHO-cBsi3bIBaomemM caiite B MPHK. Bce Bmecre, 30S +
TPHK™e + MPHK-kommneke, npusnekarot 50S cyoweaunuiy, B koropoit TPHK pacnonaraercs B P-caiite
U BBIPABHUBAETCS MO MOJIOKEHUI0 uHUImupytomero kogoHa AUG. B aHcam0iie CKOMIUIEKTOBaHHOM
puOOCOMBI (haKTOPBHI MHULIUAIIMH JUCCOLIMUPYIOT M OTXOJIAT OT 3TOTO KOMILIEKCA.

3.3. HACNNEACTBEHHOCTb, BEJIKU 1 ®YHKLUUU

I'mnore3a oaguH rex - oauH pepmeHT

B nByx He3zaBHCHMBIX HCCleAOBaHUAX, HadyaThiX B 1933 1., buan (G. Beadle) nmpencrasun nepeeie
yOeIuTENIbHbIE SKCIIEPUMEHTANIbHBIE JI0KA3aTelIbCTBA TOTIO, YTO TIEHbl HEMOCPEICTBEHHO SBISIOTCS
OTBETCTBEHHBIMH 3a cuHTE3 (pepmeHTOB. [lepBoe nccnenoBanue, mpoBeaeHHOE cOBMECTHO ¢ Ddpyccu (B.
Ephrussi), kacanoce murmenTtanuu rmasa 'y Drosophila. OHM BBISCHWIN, YTO MYTaHTHBIE T€HBI, KOTOpPbIC
MEHSIOT IBET IJIa3 Yy IUIOJOBOM MYIIKH, CBSI3aHBI ¢ OMOXMMHUYECKUMH OIIMOKaMu, Hauboliee 4acTto
BKITIOUAIONTUMH TTOTepio QyHKImu depmenta. bumn namee oobemuumwics ¢ Tarymom (E. Tatum) ms
UCCIIeIOBaHMsI OMOXMMUYECKUX MYyTAIlMi B MUILIEBBIX HENsaX XxjieOHou mueceHu Neurospora crassa. 910
UCCJIEJOBaHME MTO3/JHEE MTPUBEIO K THIIOTE3€ «OANH I'eH — OAUH (pepMeHT».

buon u Tamym: Mymayuu y neiipocnopwt. B nauane 1940-x ronoB bunn u Tarym octaHoBUIM
CBOW BBIOOp Ha WCCIIEJOBAaHMM HEHPOCIIOPHI, TaK KaK O €€ OMOXMMHHU YK€ MHOTroe ObUIO HM3BECTHO, a
MYyTallud MOXHO OBLJIO MHIYIHPOBATh M BBIAEIATH OTHOCHUTENBHO MPOCTO. BEI3bIBas MyTanuu, 3TH
UCCIIeIoBaTeNu 00pa3oBajil JMHHUM, Y KOTOPBIX OMOXMMHMUYECKHE pEaKLMH, KPUTUYECKHE JUIsl pocTa
opranu3ma, ObulM OJOKHpOBaHBI. BBUIO W3BECTHO, UYTO HEHWpocmopa CmocoOHAa MPOU3BOIUTH IS
COOCTBEHHOM JKU3HEACATEIBHOCTH MPAKTHYECKH Bce HeoOxoaumoe. Hampumep, oHa criocoOHa HCIOb30-
BaTh HCTOYHUKU aTOMApPHOTO yTiepo/a U a30Ta, CHHTE3UPOBaTh BUTAMUHBI, 20 aMHHOKHUCIIOT, MHOTOYHC-
JICHHbIE KapOTHUHOWIHbIE NMUIMEHTHI, @ TAK)KE BCE IJIAaBHBIE IypHWHBI UM NUPUMHAMHBL. bumn u Tatym
00Jyyanu peHTTeHOBCKUMH JydyaMH O€croyible KOHUAUU (CHOPHI) ISl YBETUYEHHUS YaCTOThl MyTalluid U
JaBall MM pacTU Ha «IOJHOW» Cpele, COoAeprKalled Bce KOMIIOHEHThl HEOOXOAMMBbIE AJii pocTa
(BUTAMHHBI, aMUHOKHUCIOTHI U T.1.). [Ipu Takux yclnoBHSIX COJEp)KaHUS MYTaHTHbBIC JHUHHUH, KOTOPHIE
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OBLIM HE B COCTOSIHUM PAacTHd HAa MUHHUMAJIbHOW Cpesie, BOCCTAaHABJIMBAJINU CIIOCOOHOCTh K pocty. ITocne
3TOTO BCE KYJNBTYpPhI MEPEHOCUIUCH OMSTh HA MUHUMAIIbHYIO cpefy. Eciu pocT Ha MUHMMAaNbHOU cpene
oOHapy»XUBaJCs, TO UCCIEIOBATENN JENajdd BbIBOJ, YTO JMHHUS HE cCoJepkaja MyTalluh U HAaoOOpOT.
Jlanee He0OX0AUMO OBLIIO OMPENENINUTh, KAKOTO TUIIA MyTalusl BO3HUKIA. [10700HbIe OMBITHI TPOBOIMINCH
U Ha Ipyrux o0Owvekrax. [IpuHIMnuanpHas cxema TeCTUpOBaHMs MOKa3aHa Ha puc. 3.3.1.
Puc. 3.3.1. Memoo omneuamxos 015 0OHapysiceHus
Mymanmos y bakmeputi, ycmouuuswix k ¢acy T1.
1 — nonyuenue omneuamka KoJIOHUU Ha Mamepuu, 2 —
nepeHoc omneuamxa Ha cpedy, 3 — uHKyoayus
omneuamxka. Kononus 6axmeputl ¢ Mymayueu noka3ama 8
HudcHeu yawxe Ilempu memuvim ygemom.
Fig. 3.3.1. Stamp method applied for detection of
mutations in bacteria that are resistant against Tl Fag. 1,
getting “stamp” replicas from bacterial colonies. 2,
stamps’ transfer to medium. 3, incubation of a stamp.
Bacterial colony with a mutation is shown in a bottom
Petri plate with dark color.
Pesynbrarel, monydeHHble mpu TecTHpoBaHuu Oosee 80 ThIC. crop Helpocnopsl yoemwnmm bumna u
Taryma B TOM, 4TO OMOXMMHYECKHE CHHTETUYECKHE IPOLECCHl T'€HETHYECKU NeTepMHHUpOBaHbL. C
0O0JIBIION BEPOSITHOCTHIO MOXKHO OBUIO 3aKIIOYMTh, YTO KaXKIash MyTallMsi, 3aTparuBarolasi MUIIEBYIO
IIeTb, BBI3BIBAET MOTEPIO aKTMBHOCTU (pepMeHTa, KOTOPBIA y AMKOTO HITaMMa HOPMaJbHO oOecreyuBall
9Ty peakumioo. Oka3zanoch TakXke, 4TO MyTallMd MOTYT ObITh OOHApy»XEHbl MPAKTUYECKU ISl KaKAOu
(depMeHTaTUBHO perynupyemoit peakuuu. Ha ocHoBanuu storo bumt u TaTym caenanu 3akiIrodueHUe, 4To
OJIMH TeH JaeTepMuHHUpyeT onauH ¢epmeHT. C yTOYHEHHEM, caellaHHbIM B cepenuHe 1950-x romoB
XKakobom n MoHO, 0 cuHTE3€ C reHa OJHOTO MOJMIIENTHIA KaK YaCTH pabOThl ONEpoHa, 3Ta KOHLICIIHS
CTAHOBUTCS MPUHITON B COBPEMEHHOI T€HETHUKE.
I'enbl 1 pepMeHTHI: AHAJIU3 OMOXUMHYECKHUX Lemneil

KoHuenmust «oguH TeH — oauH (epMEHT» M METOABI, Ha KOTOPBIX OHa Oa3upoBaiach, ObLTH
HCIIOJb30BaHbl MHOTOKPATHO B MCCIIEIOBAaHUSAX METa0O0IM3Ma Ha HEHpOocHope, KUIIEUHON Maloyke U Ha
MHOTHX JAPYTHX MHKpoopraHu3zmMax. OIWH M3 TEpPBBIX META0OIMTUYECKHUX ITyTeH, MCCICJIOBAaHHBIX B
JEeTaNsiX, — 3TO CHHTE3 aMHUHOKHCIIOTHI aprUHUHA y Helpocnopsl. Mccneays MyTaHTHBIE TUHUH, KaXKas

U3 KOTOpBIX TpeboBasia A pocta aprunut (arg™), Cpo u I'opoButi (A. Srb, N. Horowitz) yctanoBuiu
TOYHBI OMOXMMMYECKUN IyTh, BEAYLIMH K CHHTE3y 3TOW MOJeKyJsbl. VX paboTa moka3bIBaeT, Kak
TeHETUYECKUH aHaJIu3 MOXKET ObITh MCHOJB30BAH JJIs MOIXy4YeHUs: Onoxumuueckoi nHpopmauuu. Cpb u
l'opoBuTI IpOTECTUPOBAIN CIIOCOOHOCTh KAXKAOH M3 CEMH MYTAaHTHBIX JIMHUK BOCCTaHABIMBATH POCT,
€ClIM LUTPYJUIMH WJIW/M OPHUTUH, ABa OJM3KUX XUMHYECKH K aprUHHUHY BEIIECTBa, MCIOJIb3YIOTCS B
MUHUMAJILHOM cpejie Juist ero 3amenieHus. Ecnu mo0o0it u3 HuX ObLI CrOCOOEH 3aMeCTUTh apTrUHUH, TO
IpEeonaragoch, 4YTo OH JOJDKEH OBbITh BOBJICYEH B OMOCHMHTETHYECKUH MyTh aprMHHUHA. DTH aBTOPHI
00Hapy KWK, 9TO 00€ MOJIEKYJIBI MOTYT OBITh 3aMEIIEHBI B OAHOM WM 00JIee THHUN HEHPOCTIOPHI.

W3 cemu MyTaHTHBIX JIMHUMH, B UETBIPEX (arg 4—7) pOCT OCYLIECTBIISUICS, €CIIM OHH MOJTydYalu 100
UTPYJUINH, 100 OpPHUTHH, THOO apruHUH. B 1BYX W3 nmuHuil (arg 2 w arg 3) pocT MpOm0IDKAIICs, €CIH
JVHUU MONy4yallyd Ju00 LMTPYIUIUH, TuO0 apruHuH. OnHa auHUA (arg 1) BO30OHOBIsUIA POCT TOJNBKO B
cilydae TOJy4YeHHUsl apruHIHA; HU TUTPYJUIMH, HI OPHUTHH HE MOTJIM 3aMECTUTh apruHuH. Ha ocHOBaHMM
9TUX OSKCIEPUMEHTAIBbHBIX HAOMIONEHUH OBbUT MpeUIoKeH CIEAYIOUMi OHOXMMUYECKMH NyTh U
YCTaHOBJICHBI METAa0OIMTHICCKUE COOM, BRI3BIBAEMBIC KXo MyTaruei (puc. 3.3.2):
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Apez 4-7 Ape 2-3 Ape 1
MNpepwecTBeHHUK—> OpHUTMH — > Lutpynnud ——>  ApPruHuH

depmeHT A ®epmeHT B ®depment C
Puc. 3.3.2. I]enb xumuueckux peaxyuii apeurnuna y netipocnopwl (Ilo Klug, Cummings, 2002).
Fig. 3.3.2. Chain of chemical reactions in Neurospora (From Klug, Cummings, 2002).
OaMH reH — 01HA MOJUNENTHAHASA LeNb

OnucanHast BbIIIE KOHIEMIUS «OJUH TeH — OAWH (EepMEHT» He cpa3y Oblia MPUHITA TeHETUKAMHU.
OTO HE YIUBUTEIBHO, TaK KaK HE OBUIO TOHATHO, KaK MYTaHTHBIH (EPMEHT MOXET BBI3BIBATH
M3MEHYMBOCTh (DEHOTUMHYECKUX MPU3HAKOB. TaK, y Ipo30(HIIbI MyTaIllMH U3MEHSIOT pa3Mep U IBET Iia3,
KWIKOBAHHE KPBUIHEB W YHCIO IIETHHOK Ha TeJe, a TakKe MHOrue Apyrue npusHaku. [logoOHbIe
denotunmyeckue 3¢ EeKTh MyTalil THIUYHBI AJI1 MHOTHX JPYTUX BUIOB )KMBOTHBIX U PAaCTEHUI U OHU
BeChbMa pazHOOOpa3HAbI.

OpHako BCKOpe CHUTyalusi MpOsiCHWIACh. Bo-mepBbIX, CTalo $CHO, YTO XOTsA BcEe (pepMEeHTHI
SIBJISTFOTCST O€MKaMu (MM X KOMIUIEKCAMH C JPYTHMH MaKpOMOJEKYJIaMy — JTUMUAaMU, TITUKO3UIaMHU |
T.I.), He Bce Oenku — ¢depmeHThl. [lo Mepe pa3BUTHS OMOXUMHUYECKOW TEHETHKH CTajo SCHO, YTO BCE
OenKu JeTepMUHUPYIOTCS HMH(OpMaluei, XpaHsiielcs B TeHax, YTO MpHBeNo K Ooiee TOYHOU
TEPMHUHOJIOTHH: OJIMH T'eH — OJuH Oenok. Bo-BTOphix, Oenku yacTo OOHApPYKMBAIOT YETBEPTUUHYIO
CTPYKTYpY, MPEACTaBICHHYI0 KOH()OPMAIMOHHBIMU OOBEIMHEHUSMHU JIBYX WM 0OJiee MOIUMENTHTHBIX
neneil. 3To cocTaBiIsieT OCHOBY YETBEPTUUHOM CTPYKTYpbI OEJIKOB, KOTOpas OyAeT pacCMOTpeHa MO3XKe B
MaHHOW Jekiuu, a Takke B Jlekiuu 5. [lockonbKy MONUIMENTHAHBIE IEMH ONPEISICHHOTO Oenka
KOAMPYETCs OTACIbHBIM T€HOM, 00Jiee TOYHOE ONpeiesieHrue MOSBHIIOCH U JIJIsl TeHETUYEeCKOW KOHLEIUH:
«OAMH TE€H — OJIHA TOJMIIENTHIHAs ILeMb». JTO CTAJI0 O4YEeBUAHBIM mocie pabdor JKakoba u MoHo,
YCTaHOBUBILIUX ONEPOHHBINA MPUHIIUIT OPTaHU3aLUK T€HOB MMPOKAPUOT, a TAK)KE UCCIIEOBAHUS CTPYKTYPBI
reMOTJI00MHA y JII0/IeH, TOPaKEHHBIX aHEMUEH.

CepnoBugHOKJIeTOYHAsA aHemusi. HauOoniee cepbe3Hble [0Ka3aTeNbCTBA TOTO, YTO TEHBI
OTIPEeNIeNIAIOT CUHTE3 ONKOB, ObUIM MOJIYYEHBI NMPH MCCIEIOBAHUU MYTAlMi, 3aTPAaruBaoOLINX MOJEKYIY
reMoriobMHa y JoJedl M BbI3bIBalolux 3abosneBanue CepnoBHAHOKJIETOYHass aHemud. Jloaw,
MOPAKCHHBIE TUM HEAYTOM, 00JIaIar0T SPUTPOLIUTAMHU, KOTOPBIC MPU HU3KOW KOHIICHTPAIINH KHUCIOPOaa
CTaHOBSATCA BBITSHYTHIMM B Jyry, Hamojobue cepra, H3-3a MOJMMEpPHU3alUU TIeMOrIoOnHA. OTH
APUTPOLUTHI PE3KO OTIMYAIOTCS OT HOPMAJIBHBIX M BBI3BIBAIOT TSDKENYH0 aHEMMUIO (puc. 3.3.3).

Puc. 3.3.3. Spumpoyumei
HOPMAbHBIX Jt00el (a) u
Cmpaoaroujux
CepnoBUOHOKIEMOYHOU aHemuell
(b) (Ilo Klug, Cummings, 2002).
Fig. 3.3.3. A comparison of
erythrocytes from normal
individuals (a) and from
individuals with sickle-cell
a. b. anemia (b) (From Klug,
Cummings, 2002).

Eme B 1949 r. Hun u bur (J. Neel, E. Beet) mokazanu, 4yTo 3Ta aHOMallds HACJIEIyeTCsS B
COOTBETCTBUM ¢ MeHieaeBCKuMU 3akoHaMu. [IpoBeieHHbIN aHaIN3 POJOCIOBHBIX BBISBHIII TPH (EHOTHUIIA
U TPU COOTBETCTBYIOIIMX TE€HOTHIIA, KOHTPOJHPYEMBIX mapoil amneneit Hb* m HbS. DputpouuTs
TeTePO3UTOTHBIX 0COOEH SBIAIOTCS HOpMalbHBIMH. [loATOMY, SIBISISICH HOCHUTENSIMH J1€(DEKTHOTO TeHa,
3TU JIIOAM HE CTPAAAIOT aHEMHEW, TaK KakK IMOJIOBMHA UX IeMOITIOOMHOBBIX MOJIEKYJ HopMmaibHa. boree
TOT0, OKa3aJI0Ch, YTO y TAaKHX JIIOJECH MOBBIINIEH UMMYHUTET K Majsipuu. Takue reTepo3uroTsl, SBISACH
obnamarensiMu AeEeKTHOrO reHa, TeM He MEHee, MepeAaroT ero COriacHo 3aKkoHaM pactieruieHus 50% mx
notoMkoB. B atom xe 1949 1. Ilommar (L. Pauling) ¢ coaBTopamu mnpeacTaBUiid CEpPhE3HOE
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JI0Ka3aTeNIbCTBO MOJIEKYJIIPHOM OCHOBBI aHeMud. OHM TOKa3aliM, YTO AHOMAJIbHBIM M HOpPMaJbHBIN
TeMOTJIOONH OTIMYAIOTCS MO MOABMKHOCTHU mpH 3nekTpodopese. [Ipu 310l MeToauke (cM. moapodHee B
Jlexuuu 5) 3apspKEHHbIE MOJIEKYJIbI MUTPUPYIOT B 3JIEKTpUUYECKOM Tmoje B reie. Ecnm 3apsn mosiexyn
pa3inyaeTcs, CyMMapHas MOABM)KHOCTh MOJIEKYI TakKe oTiandaercs. Ha ocHOBe 3Toro ObLIO MOKa3aHo,
YTO MEXJIy HOPMAJIbHBIMM M J€(EKTHBIMH Te€MOIJIO0MHOBBIMU MOJIEKYJIaMHU HMEIOTCS XHUMHUYECKHE
pasnnuus. ITH MoJIeKyJbl 00603HaudatoT ¢ Toi nopsl Hb-A u Hb-S, cooTBeTcTBEHHO.

Onekrpodopernyeckoe ucciaenoBaHue, nposeneHHoe [lonnHrom, ocraBuio BOmpoc, K Kakoi
YaCTH MOJIEKYJIbI TeMOTJIOOMHA, K KEJIe30CoIepKalleMy TeMy WIH K TTI00MHY, COCTOSIIEMY U3 YeThIpeX-
CyOBEIMHMII, OTHOCSATCS HalICHHBIC PA3JIUYHMs 110 TIOJBMKHOCTH Y HOPMAJIBHBIX JIFO/ICH U JIFOIEH C
aHeMuei. DTOT BONPOC yAAJIOCh Pa3pelInTh Mo3xke, B nepuoa Mexay 1954-1957 rr. Unarpamy (V.
Ingram), oOHapy>keBIIEMY NENTUABIE PA3INYUS U PA3INUns B aMUHOKUCIIOTHOM COCTaBE ITHX
reMOTJIOOMHOB U TIOKA3aBIINM, TAKUM 00pa3oM, 4TO MEePBUYHAS CTPYKTypa Oesika OTBETCTBEHHA 32
aHomanuto. Mcrones3ys ¢puarepnpunT-ananus, Marpam nokasai, uto Hb-S omimmyaercs mo Habopy
NENTHIOB U 10 aMUHOKHCIIOTHOMY COCTaBy Mo cpaBHeHUI0 ¢ Hb-A. ['eMornoOun uenoBeka coaep kUt aBe
UJCHTUYHBIC TIOMUTICNTHIHBIC ¢ LI, cOoCTosAME 13 141 aMUHOKUCIIOTHI, U JIBE UACHTHUYHBIC [ 1IeTH,
npeJcTaBieHHble 146 aMUHOKHCIIOTaMH, KOTOPBIE COCTABIISAIOT €0 YETBEPTUUHYIO KOH()OPMALIMOHHYIO
CTpYKTYypy. JanpHelnmii aHamu3 BBISBII €IUHIYHYIO0 aMUHOKHCIOTHYIO 3aMEHY, 2 UMEHHO — BAJIMH OBLIT
3aMeMICH TITyTAMHHOBOW KHUCIIOTON B IIECTOM TTOJIOKEHUH 3 1IETH, BBI3BIBAsI COOTBETCTBYIONINE PA3ITAYHS
MENTHIOB.

Cmpykmypa 6enkoe u ouonozuueckoe paznooopasue. Paznoobpasue 6enkoB Brevarisier. Kakum
00pa3oMm, U Kakhe CTPYKTYPHbIE OCOOEHHOCTH 3TUX MAaKpOMOJIEKYJl 00eCIeUYnBalOT 3TO pa3HOOOpa3ue U
MHOTOYHCJICHHBIE TIOTPEOHOCTH KIIETOK, TKAHEH U B TIeJIOM opranm3m? J[ist Hayara HeoOXoIuMo
MIPOBECTHU pa3rpaHUUCHUE MEXKIY MOJUIMENTHAAMU U OEITKaMU.

[MomunenTuap! — 3T0 NMpeamecTBeHHUKH 0enkoB. [Ipexe, yeM QyHKIMOHATBHBIE MOJICKYJTBI
HAYMHAIOT paboTaTh, pean3yl0TCs HECKOJIBKO IIaroB MX arrperanuy, TPaHCIIOPTUPOBKU U
mMoudukanmy. [lomunenTuaape meny 0eIKOB — 3TO JTMHEHHBIE HEBETBAINECS TIOJIMMEPHI (TAKUMU JKe
nonumepamu siisitorcs PHK u JIHK monekynsr). Umeercst 20 aMUHOKHCTIOT, KOTOPBIE BBICTYIAIOT KaK
MOHOMEPBI B OJUNENTUIHBIX HemnsaX. Kaxaas aMHUHOKHCIOTa UMEET KapOOKCUIIbHYIO TPYIIIY,
aMUHOTPYIIy U OOKOBBIE pafuKaibl Wik R —Tpymmbl, KOTOpbIe MPUCOECAMHEHBI KOBAJIEHTHO K
LEHTpaJIbHOMY aToMy yriepoza (puc. 3.3.4). R —rpynmnsl 1ai0T KaKJ0¥ aMUHOKHUCIIOTE €€ XUMHUYECKYIO
YHUKaIbHOCTG. [locinenoBaTeIbHOCTh AMMHOKUCIIOT U KoMOUHanus R —rpynn onpenensior
YHUKATHHOCTh IEPBUYHOM CTPYKTYPHI OTUICTITH/IA.

' 6 Puc. 3.3.4. Dopmuposanue nenmuonoii ces3u mexncoy
‘o o O o o 08YMsL AMUHOKUCTIOMAMU.
o 6 Tonybwvim yeemom nokaszanvl amomwvl azoma,
" PaguKans! cepvim — yenepooa (boavbuiue wapuxu) u 6000pooa
(manvle wapuxu) u kpacHvim — kuciopooa (Ilo Klug,
,0 Cummings, 2002, ¢ 0obaenenusmu,).
Fig. 3.3.4. Peptide bond formation between two amino
acids.
6 o In blue color the nitrogen, in gray — carbon
60 (large balls) or hydrogen (small balls), and in red —
oxygen atoms are shown (From Klug, Cummings,
AMMHO rpynna o KapBokcuneHas rpynna 2002’ with adds).

C oOpazoBaHuEM TENITUTHON CBSI3H,
BO3HUKAIOILEH MEXly aTOMaMu YIJIEpOJia U a30Ta B
ey, HAYMHAETCS CUHTE3 nonunenTtuaa (puc. 3.3.4).
B nanpHeiimem Ha OCHOBE MENTUAOB (hOPMUPYETCs
0oJIbIII0e pa3HOOOpa3ue KOH(MUTYpAIIHA, TAIOIINe
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YEeTbIpe OCHOBHBIX CBOMCTBA MOJIUNENTUIOB: (1)
HEMOJSPHOCTH (TUAPOPOOHOCTD), (2) MOMSIPHOCTD
(ruppodunbHOCTB), (3) OTpHUIIATENBHBIN 3apsin, u (4)
MOJIOKUTENbHBIN 3apsia. [TockombKy MOJUMENTU Bl — 3TO YACTO JUIMHHBIE MOJIMMEPHI U TaK Kak Jr0oe
MIOJIO’KEHHUE B T[T MOXKET OBITh 3aHATO KaKOH-TN00 13 20 aMUHOKHCIIOT, TO YUCJIO KOMOWHAIINHN TIpH
00pa3oBaHUM 3TUX MOJUMEPOB OYEHb BeNMUKO. Pa3Ho0Opasue monmMepoB 3aTeM mpeodpasyercs B
MPAKTHYECKH HEOTPAaHMUECHHOE pa3Hoo0pas3ue cTpykryp u pyHKImi. K mpuMepy, eciim moaunenTu
cocTouT u3 250 aMUHOKHCIIOT (CpeHui 6€T0K), TO BO3MOXKHOE YHCII0 KoMOuHaImit u3 20
AMMHOKHUCIIOTHBIX 0110K0B cocTaBut 20250,
B GenkoBoii MoIeKyie MOKHO Paclio3HATh YEThIPE CTPYKTYPHBIX YPOBHSI: IIEpPBUYHAS, BTOPHYHAS,
TpeTUYHas ¥ yeTBepTUYHas cTpykTypa. [leppuuHas cTpyKkTypa popMupyeTcs Kak Mocie0BaTeIbHOCTh
AMUHOKHCIIOT B 1ienu nonunentuaa. OHa onpenensieTcs MepBUIHON MOCIeI0BATEIbHOCTHIO HYKJICOTH IOB
B JIHK uepe3 MPHK-nmocpennuka. Takoe oonoznaunoe coomsemcemesue nocaiedosamenvrhocmeii JJHK u
AMUHOKUCIOM HA3bI6AEMCsl KOJIUHeapHocmblo. llepBUyHas CTPYKTypa OIPENEISET OCTaIbHbIE
0COOEHHOCTH KOH(pOpMAITHH («yTMaKOBKW ) MOJIEKYJIBI OeJIKa TPy €ro (OPMHUPOBAHUH, TO €CTh, - €TO
MPOCTPAHCTBEHHYIO KOHPUTYpannio. BropuuHasi cTpyKTypa ciaraetcs mpu o0pa3oBaHUH XUMHUYECKHIX
CBs3eM MeX Ay OJIM3KO PacoI0KEHHBIMA aMUHOKHCIIOTAMH B MOJIUMIENITUAHOMN IIEMH — 3TO TaK
Ha3bIBaeMas o-crimpais (puc.3.3.5, A), koTopas ObuIa MpeIcKka3zaHa UCXO0/I U3 TEOPETHIECKHIX
coobpaxenuii JI. [Tonunrom u P. Kopu (R. Corey). [Ipenckasana taxxe koH(popMalus B BUJIe
«TapMOIIIKW», Ha3bIBaeMas 4yacTo [3-ymakoBkoi (puc. 3.3.5,B). bonbmuHcTBO OEIKOB coueTaroT oba
BapHaHTa YIIAKOBKH, OMPEIEISAIONINE BTOPHUHYIO CTPYKTYpY. COrllacCHO MOJETH MOJTUICIITUIHAS TICTIh
«3aMBbIKaeTcs» Ha ce0s B mapajuleNbHble WM aHTUNIApaJUIeNIbHbIE CTPYKTYPHI (B TakoH KOH(GOpMaIuu
MOTYT y4acTBOBaTh U Jipyrue mnenu). Kaxnas momobHas CTpyKTypa CTaOWIU3UPYETCs BOAOPOIHBIMU
CBSI3MH, (DOPMUPYEMBIMU MEKIY COCeTHUMU 1iersimMu (puc.3.3.5, B).
p Puc. 3.3.5. (A) Ilpasozaxpyuennas o.-cnupanw,
[ 4 . . Komopas npeocmasisem 0OUH U3 8apuaHmos
\/xf\ "\f“{\ "“\f emopuyHou cmpykmypul, (B) B —1ucmosas
4 ﬁ{#‘\ m KOHpopmayus unu Kongopmayus munda
. «2apMOWKIY, - ANIbIMEPHAMUBHBIU 8APUAHMN
M 8MOPUYHOU CIPYKMYPbL noaunenmuoa. /s
; npocmomul noKazamsl He 6ce amomvl. OCHO8HbLE

{(l B) 2PYNnvl AmomMos yenu noKa3amsvl Ha npeovloyuiem

pucynxe (Ilo Klug, Cummings, 2002, ¢
2 A) COKpaweHusmMu,).

W Fig. 3.3.5. (a) The right-handed a-helix, which
represents one form of secondary structure of a
polypeptide chain, (b) The B-pleated-sheet
configuration, an alternative form of secondary
structure of polypeptide chains. For the sake of
clarity, not all atoms are shown (From Klug,
Cummings, 2002).

Tperuunas crpykrypa. OHa onpeaenseTcss TpeXMEepHOU KoH(popManue Bcel OJUTIENTHIHOM IIeTH B
npoctpanctse (puc. 3.3.6). Kaxxapiii 6enok moBopaunBaercs U GOpMUPYET METIN XapaKTEPHBIM TOJIBKO
JUTSE Hero criocoO0oM. OTMCaHHbBIE TPU YPOBHS HMEIOT pelIaroiiee 3HaueHne B KOH(QOpManuy u
cTabunu3anuu MoJeKybl Oenka. YerBepTuuHasi CTPYKTypa. MHOTrHe OeIKU UMEIOT B cOocTaBe Ooiee
YeM OJHY MOJIMTIENTHIHYIO IETh WIN CYObheIUHUITY. YTTAaKOBKA ATHUX CyOBEMHHUIL IO OTHOMICHHIO IPYT K

JPYyTy U COCTABIISIET YETBEPTHUUHYIO CTPYKTYpY. benku, cocTosmye nu3 HeCKOIbKUX CyObeTUHMIL,
Ha3bIBAIOT OJIUTOMEPHBIMH, a KQXKIYIO OTJIEIBbHYIO CyObeIMHUILY Ha3biBatoT poToMepoM. CyObeTnHUIIBI
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0enKoB 00pa3yroT KOMIUTMMEHTAPHBIE JPYT K APYTY CTPYKTYPHI; Y (PEPMEHTOB YacCTO TOIBKO MOCTE
00pa3oBaHMs YETBEPTHUYHOU CTPYKTYPbI (DOPMHUPYETCS IOTHOLICHHBIN aKTUBHBIN (KaTATUTUYECKHI)
neHTp. PopMHpOBaHNE AKTHBHOM MOJIEKYJIBI OEJIKa 9YacTO COMPOBOXKIACTCSI BKIIOYEHHUEM aTOMOB
MeTaa (rema), CBA3bIBAIOIINX, HAIpuUMep, Kuciopo (puc. 3.3.6 — 3.3.7). UeTBepTuuHas CTpyKTypa
reMOIJIOOMHA CaraeTcsi YeThIpbMs OJIMTOMEpPaMU WU €IMHUYHBIMU MOJUNENTUIHBIMU LENsMU (puc.
3.3.8). bonbmMHCTBO epPMEHTOB — OKCHAOPELYKTa3bl, TUAPOIA3kI, TUTa3bl, TpaHChEpas3bl, BKIIOYAs
takue noaumepassl, kak JIHK- u PHK-nonmmmepasa, SBiastoTCs o1uromepamu.

Puc. 3.3.7. Yemseepmuunas
cmpykmypa benka Ha
npumepe 2emo2100una.
Yemvipe yenu (a-, f-yenu —
ceemJivle U memmbie)
83AUMOOEUCMBYION C 2EMOM
(OuUCKoBUOHBIE CMPYKIYPYbL),
dopmupysa axmuenyio
monexyny (Oba pucyuka - uz

Puc. 3.3.6. Tpemuunas cmpykmypa Klug, Cummings, 2002).
benka Ha npumepe Muo2i0OuHa. Fig. 3.3.7. The quaternary
Tpucoedunenuviii amom Kuciopooa level of protein structure as
NOKA3aH KPACHbIM YBEMOM. seen in hemoglobin. Four
Fig. 3.3.6. The tertiary level of chains (2 and 2 p) interact
protein structure in respiratory with four heme groups to
pigment myoglobin. The bound form the functional molecule
oxygen atom is shown in red. (Both pictures are from

Klug, Cummings, 2002).
HocTTpancassuuoHHbIe MOaM KA 0eJIKOB

BaxxHbIM 1oCTHKEHNE COBPEMEHHON OMOXUMUM SBUIIOCH TOHUMAHUE TOT0, YTO OOJIBIIMHCTBO
MaKpOMOJIEKYJI TTOABEPTAIOTCS MOAU(PHUKAIIMH TTOCTIE U3 CUHTEe3a. DTO oTHOCHUTCS Kak Kk PHK-
TPAHCKPHIITAM, TaK U K MOJMIENTHIHBIM LEeNsAM. DTa JONOJHUTENbHAsA 00paboTka OEIKOB Ha3bIBaeTCA
NMOCTTPAHCASMOHHON MoaupuKanmeii. X0OTs JeTaJbHOE OCBEIIEHUE STUX MOAU(PUKAINN HAXOTUTCS
BHE LIeJIEH JAHHOTO Kypca JEKIUH, IPEACTABIAETCS BaXKHBIM O3HAKOMUTHCS ¢ IPUHIAIIAAIBHO BaXKHBIMU
COOBITUSIMH, COITPOBOKIAIOIIMMH KOHEUHYIO a3y popmMupoBaHus O6eKa, Kak FTeHHOTo npoaykra. Hioke
OyAyT MpeicTaBlIeHbl HECKOJIBKO IPUMEPOB MOCTTPAHCIALMOHHBIX MOIU(DUKALHIA.

[MoctTpancnanuonHas MoAU(UKALUS OYEBHIHO BaXKHA B JOCTHKEHUU (YHKIIMOHATILHOTO
COCTOSIHUS TEM WJIM UHBIM OenkoM. [TockonbKy TpeTudHas U 4eTBEpTHUHAs IPOCTPAHCTBEHHBIE
CTPYKTYPBI MOJIEKYJIbI O€JIKa OU€Hb TOHKO CBSI3aHBI C €ro cnenuduyeckoit pyHKuuei, Bonpoc, Kak
HOJIMIENTHIHBIE e 00pa3yIOT MPOCTPAHCTBEHHYIO KOH(PUTYpaltIO, SIBJISIETCS OYeHb BaXKHbIM. MHoOrHe
TOJIbl CYUTATIOCH, YTO KOH(OPMALIKS MOJIEKYJIbl O€JIKa ONpeensieTcss CIOHTAaHHO, 110 IPHHLIUITY
MaKCUMM3allUU €€ TEPMOJANHAMUUYECKON CTaOMIIBHOCTH, 0a3upyIOIIENCs, B OCHOBHOM, Ha KOMOMHAIIUU
XMMHYECKHX CBOMCTB aMUHOKHUCIIOT B MX IEPBUYHOM I1OCIIEI0BATEIBHOCTH B ITOJUIENTUIHBIX LEMNSX,
COCTaBJIAIOLIMX JAHHBIX O€JOK. B MpOTHBOMNOIOXKHOCTE 3TOMY, MHOTOUHCIIEHHBIE HEJJABHUE
UCCIIEIOBAaHMS [TOKA3aJIM, YTO KOH(POPMALIUS 3aBUCUT OT TPYMIIHI JPYTUX MOBCEMECTHO BCTPEUAIOIIMXCS
0eIKOB, OJYUYUBIINX HA3BaHUE MIANIEPOHOB (MHOI 1A TAK)KE HAa3bIBAEMBbIX IIAIIEPOHMHAMU WU
MOJICKYJIIPHBIMU IanepoHaMu ). OyHKIHMS MANEPOHOB — ATO CIIOCOOCTBOBAHHE KOH(POPMALIUHU IPYTHX
OEIKOB.

DOYyHKUMOHMPOBaHUE OesIKa

J1s KJI€TOUHBIX OPraHU3MOB, MPEACTABIAIOIMX HanOoJee NPOABUHYThIE (POPMBI JKU3HU HA
3emiie, OTHOW M3 BayKHEHIINX 3a7a4 SBJISIETCS CUHTE3 M (PYHKIIMOHUpPOBaHHE OEITKOB. MOXKHO Jaxe
CKa3aTh, YTO CAMOBOCNPOU3800UMas peaiuzayus ungpopmayuu, xpanumot ¢ /[HK (PHK), 6
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MHO2000pazue 6enKos, pecyiupyemo yYHKYUOHUPYIOWUX 8 KIemKe Uil Op2anu3me — 5mo u eCmb JHCU3Hb 6
ocnosHom ceoem nposenenuu. C Ipyroil CTOpoHbl, MHOrooOpasue QyHKIMI TKaHEeH 1 OpraHos,
(GOpMHPYEMBIX Y BBICIIMX OPTaHU3MOB, 3aBUCHT B TIOJABIISIONIEM YHCIIE CIIyYaeB OT Pa3HOOOpas3Hs
byHKIMI1 OETKOB U UX CBOWCTB.

benku — 310 Hanbosiee MHOTOYMCIIEHHBIE MAKPOMOJIEKYJIBI KIIETKH, POJIb KOTOPBIX BEChMa
MHoroo0Opassa. Tak, oOecrieueHe AbIXaHUS U TPAHCHIOPT KUCIOPOAA OCYIIECTBIISAIOT, KaK YIIOMHHAIOCH,
MHUOTTIOONH 1 reMorioonH. CokpaTuTeabHbIe (PYHKIIUN 00€CIIeUnBAIOT AKTHH U MUO3UH,
HPUCYTCTBYIOLIUE B OOJIBIINX KOJIMYECTBAX B MBILIIEYHON TKaHH, HO IPUCYTCTBYIOLIHE TAaKXKe BO BCEX
JENSAIIUXCsl KIIETKax, o0ecrneunBas BHyTPUKIETOUHBIE COKPATUTENbHbBIE TIPOLIECCHI, TUIIA JBUKECHUS
XpOMOCOM K TOJI0caM B MUTO3€ U Meio3e. [TokpoBHbIe (PyHKIINH, BOJIOCSIHOM MTOKPOB, COETUHUTEIbHbIE
TKaHU 00€CIIeYMBaIOTCSl KEPATUHOM U KOJUIAr€HOM, CIEIMATN3UPOBAHHBIMU CTPYKTYPHBIMU O€JIKaMH.
MMMyHOTTIOOYIHHBI — 3TO ApyTas rpymnmna 0enkoB, odecrednBaronux uMMyHHTeT (cM. ['naBa 4).
CrpykTypHYIO (DYHKIIHIO B TIPOIIECCE KOMITAKTU3AIUH - IEKOMIIAKTH3AIUN XPOMOCOM BBITIOTHSIOT
T'MCTOHBI, KOHCEpBAaTUBHbIE OEJIKM ¢ OCHOBHBIMHU CBoOMcTBaMU. [lepedeHb 3TOT MOXKET ObITh BechbMa
OOMIMPHBIM, 0OecTieunBas MPAKTUUECKH BCE MHOT000pa3ue CTPYKTyp M (QyHKIHIA KHUBOH MaTEpHH.

Haubonpnryro rpymnmny 6e1koB, 00ecrieunBalOINX MHOTOUUCIICHHBIE KaTATUTUYECKHUE
OMOXMMHYECKHUE PeaKIUH, IPEACTABIAIOT (pepMmeHTbl. OHU IIPEICTABIECHBI YETHIPbMS YIIOMSHYTHIMU
panee rpynnamu. B Jlekuuu 5 mbl ene oopatumMcs K epMeHTaM ¢ MO3ULUI OMOXMMHUYECKON TeHETHKH.
31ech MPeICTaBISETCS BAXKHBIM PACCMOTPETh HEKOTOPHIE HX OCOOSHHOCTH B O0JIee IUPOKOM aCIeKTe.
DepMeHT yBETUUUBAET CKOPOCTb, C KOTOPO OMOXMMHUYECKask PeaKLus JOCTUTaeT PABHOBECHOTO,
ACUMITOTHYECKOTO ypOoBHA. OIHAKO OHU HE U3MEHSAIOT KOHEYHYIO TOUKY XMMHUYECKOIO PABHOBECHS.
Buonornyeckuii kaTaau3 — 3TO MPOLECC, TOCPEICTBOM KOTOPOI'0, SHEPIHsl aKTUBALIMH U1 JAHHOU
XUMHYECKON peakiuu cHmkaercs. [I0cKoiIbKy (hepMeHTaTHBHBIC PEaKIINU AaCUMIITOTHIECKUE, TO OYCHb
Ba)XHBIMHU SIBJISIFOTCS COOIO/IEHUE YCIIOBHI ONITUMYMa peakiuil — TeMnepaTypHoro, pH, KoHIleHTpauuu
cyOctpara. [IpeBpamienne cyocTpara B IpOIyKT — 3TO 0OpaTuMasi peakius; 4acTo ee mpeodianaromniee
HalpaBJIeHUE 3aBUCUT OT MX KOHLeHTpanuu. CyOcTpatamu (hepMEHTAaTUBHBIX peaKLUi BHICTYAIOT
MHOT'OYHCIICHHbIE MAaKPOMOJIEKYJIbI, TAKHE KaK aMUHOKHUCIIOTHI, BATAMUHBI, Caxapa, CIIUPTHI U JIp.
ITosTOMY, BO MHOTHX CilydasiX 3a c4eT ()epMEHTOB JIETKO OCYIIECTBIISIETCS aBTOPETyIISILUs
BHYTPHKJIETOYHOTO META00IU3MA.

Karanutrnueckne cBoiCTBa M CICTUUIHOCTh PEPMEHTATUBHOMN PEAKITUU OTPEIEISIOTCS
XUMHUYECKON KOH(UTypaLreil akTHBHOTO eHTPpa MosieKyibl. OH acCOIMUPOBAH C BNAAMHOM, WK
CKJIaJIKOM, Ha MOBEPXHOCTH (pepMeHTa. AKTUBHBIN LIEHTpP CBA3BIBACT CyOCTpaT U 00serdyaeT ero
B3aMMOJICICTBHE C IPYTHMHU peareHTaMu. Bce BHYTpUKIIETOUHBIE META0OINUECKUE aKTUBHOCTH TaK MITH
MHaue KOHTPOJIMpPYyIoTCs pepmerTamu. OHU MOApa3AEIAI0TCS Ha IBE ITPYMIIbl — aHAOOJINYECKHE U
katabonnueckue. [locpeacTBoM aHabOMMYECKUX peaKkiuil OCYIIECTBISIIOTCS PEAKIIUU XUMUYECKOTO
CHHTE3a U3 IPOCThIX KOMIIOHEHTOB B 00JI€€ CII0XKHBIE, TAKHE KaK OCJIKH, HYKJICHHOBBIE KUCIIOTBHI,
munuasl. Karabonamueckue peakiuy oCyIecTBIISIOT ACTPaAalnio OOIBIINX MOJEKYI B MOJICKYJIbI
MEHBIIET0 pa3Mepa ¢ BICBOOOKAEHUEM XUMHUECKON IHEPTUU.

JlomeHHast CTPYKTYpa 0eJIKOB M NePeTACOBKA IK30HOB

BeImie MbI OTMETHIIM, YTO aKTUBHBIN LIEHTP (pepMeHTa POpMHUPYETCs KaK HEKOTOpasl CKIIaA4aToCTh
MIOBEPXHOCTH, CBA3aHHAS CO CIEeUU(UKON B3aMMOACHCTBHSI ONPEACTICHHBIX TOCIEJ0BATEIILHOCTEH €ro
MOJIEKYJIbl Ha YEThIpEX CTPYKTYPHBIX YpOBHAX. He Bcst Mosiekyiia Oenka cyIiecTBEeHHa AJIsl TaKoH
cneun(uyHoi ckiaayaTocT, 00bIYHO OT 50 10 300 aMUHOKHUCIIOT BIUSIOT Ha KOH(PUTYPALIUIO MOJICKYJIBI,
oIpeieNsisl €€ AKTUBHBIE LIEHTPBI, KOTOPbIE Ha3bIBAIOT TAKXKE 0EJIKOBBIMHU IOMEHAMH. Y OEJIKOB MOTYT
UMETbHCS OJIUH, JBa WIH HECKOJIBKO JOMEHOB, ((OPMHUPYEMBIX OIPEICICHHBIMU MOAYJIAMU U
OTIPENIETISIOMUMH YHUKAIBHYIO, CTICIU(PUIECKYI0 KOHPUTYpaIUIo JaHHOTO Oesika. PaznmuyHbie GeIKoBbIe
JIOMEHBI 00J1a1at0T ce(pUIHBIMU (PYHKIHMOHATBHBIMUA CLIOCOOHOCTSIMH.

JloMeHHas 1 YeTBEpTUYHAs CTPYKTYPbl OEJIKOB B3aUMOCBsA3aHbl. Kax/1blii JOMEH — 3TO CMECh
BTOPHYHBIX CTPYKTYp, BKJIIOUYasi O—CIHMpaJlb U 3—TapMOIIKY. Y HUKaJbHasd, crienupuieckas
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KOH(HTYpaIus, KOTOpasi CKJIaJbIBACTCS B OTJICIIEHOM JJOMEHE, OTIPENIEISIET €r0 XapakKTEPHYIO (PYHKITUIO.
Tak, TOMEH MOXKET CITy>KUTb OCHOBOM 11 (POPMHUPOBAHUS KaTATUTHYECKOTO MIIM aKTUBHOT'O IIEHTPA
depMeHTa, T03BONIATH CIeNU(UIECKOE COeTMHEHHE C MEMOpaHOW MIIH, HAKOHEII, COSAMHEHHE C APYTOn
MaKpOMOJIEKYJION (JIUMUIOM, MOIUCAXapUIOM U T.11.). [loaToMy THIMYHO ynoTpebaeHne TaKuX TEPMHUHOB
Kak karanutudeckue nomensl, JIHK-cBs3pIBatomume nomeHsl u 1pyrue. [ TaBHOE B 3TOM TO, UTO OEJIOK
JIOJDKEH pacCMaTpHUBATHCS Kak HA0Op CTPYKTYPHO U (YHKIIMOHAJIBHO CBSI3aHHBIX 0JIOKOB. SICHO, 4TO
NPUCYTCTBUE MHOKECTBEHHBIX JIOMCHOB YBEIIMUMBACT YHUBEPCAIHHOCTh OCIIKa U CHUKAET
sHepreTudeckue 3aTpatsl Metadonausma. ['nnbept (Gilbert, 1978) ¢ mo3uiuii reHeTUKN TPEATIOKIIT UACIO
BO3HHKHOBEHUS JIOMEHOB 32 CUET MEPETACOBKU IK30HOB, UTO Ja€T OCHOBY JJIs1 JOPMHUPOBAHUS HOBBIX
JIOMEHOB.

OTHOIIEHUS MEXKTY 9K30HAMHU MOTYT OBITh IOCTaTOYHO CIIOKHBIMHU. Tak, HarpuMep, IJis
HU3KOIJIOTHOCTHOTO JIMIIONPOTEHHA nMeeTcs 18 3K30HOB, ONpeAesIOIUX ATk JOMEHOB U CUTHAJIBHYIO
nociueaoBarenbHOCTh (puc. 3.3.8). [lepBblil ’K30H KOHTPOJIUPYET CUTHAIBHYIO I1OCJIEI0BATEIbHOCTD,
KOTOpas yJansercst u3 0esika mpex/ie, 4eM HU3KOIUIOTHOCTHBIHM JIMIONPOTENH CTAaHET YacThbi0 MEMOPAHBI.
Crenyromue math 95K30HOB MPEACTABIAIOT JOMEH, OTIPEICISIFOIINI CBSI3IBAHUE XOJIECTEPHHA. DTOT
JIOMEH COCTOMT U3 MOBTOpsitolIeics 7 pa3 nocineaoBaTeabHOCTH 40 aMMHOKUCIOT. Crenyromuil 1oMeH
JETEPMHUHUPYETCS MOCIIeI0BATENBHOCTHIO N3 400 aMUHOKHCIIOT, 00Ja1at0Iel CHITbHONW TOMOJIOTHEH C
HEeNTUIHBIM TOPMOHOM MBIIIH, enHiepMaibHbIM pocToBbIM (pakTopoM (EGF, epidermal growth factor).
DTOT PErHOH KOJUPYETCs BOCBMBIO DK30HAMHU M COJICPKUT TPH MOBTOPSIONIUXCS TIOCIIE0BATEIIEHOCTH TI0
40 amuHokucnoT. CXoAHas MOCIEeI0BATEIbHOCTh OOHApY’KeHa TaKXkKe y TpeX OEJIKOB CBEPThIBAHUS KPOBU.
[IsaTHAAIATHIN SK30H OMPEAEIIAeT JOMEH, CICIHATU3UPYIOIIMICS Ha MOCTPAHCIISIITUOHHOM T0OABICHUHI
kapOo-ruapara. Ocraroimuecs J1Ba 3k30Ha KOHTPOJIUPYIOT PETHOHBI O€IKa, KOTOPBIE SIBISIOTCS YaCThIO
MeMOpaHbl, PUBS3BIBAIONICH PEHENTOP K CEIM(PUISCKIM CaliTaM, Ha3bIBAEMBIM «JTHITKHMMY HITH
«MarHMUTHBIMIY» TOYKAaMH KJIETOYHOM MOBEPXHOCTHON MEMOpaHHBI.

DKcreprMEeHTaIbHbBIE TaHHBIE, CBA3aHHBIE C HU3KOIIOTHOCTHBIM JIMIOMIPOTEHHOM, BEChbMa
XOPOIIO YKJIabIBAIOTCS B PAMKH «TMIIOTE3bI MEPeTACOBKH IK30HOB.

CurnanbHas MembOpan-

OC/JIe10BATEIBHOCTD EGF-romMo10tu4uHbli peruoH  TPAHCHOPTHBIH CAHT
| J

| | ‘ l

1
1 (2 ]3] 415](6]7]/8]9 |10 16|
'_ — | L [ |
XoJiecTepuH- Caxap- - IIironaasmo-
CBAI3BLIBAIOIIHH CAHT CBA3BIBAIOIIHAN CAHT CBA3BLIBAIOIINHA CANT

Puc. 3.3.8. Conocmaénenue 18 3k30H08, cOCmasnaowux eeHemu4eckyo nocie008amenbHOCmb,
Kooupyiowyto peyenmopHulil 6enok LDL (huzkoniomuocmusiti iunonpomeun, Low Density Lipoprotein).
DK30HbL COOpaHbvL 8 NAMb PYHKYUOHATLHBIX OOMEHO8 U CUCHATLHYIO NOCIe008AMENbHOCHIb

(1o Klug, Cummings, 2002)

Fig. 3.3.8. A comparison of 18 exons making up the gene sequence encoding the LDL receptor protein.
The exons are organized into five functional domains and one signal sequence (From Klug, Cummings,
2002).

3.4. BBEOEHUE B NMPOTEOMMUKY

IIporeoma — 310 HabOp OETKOB, FKCIPECCUPYIOIIUXCSA C TEHOB U MOAU(DULIMPYIIHUXCS B TEUCHHUE
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YKU3HU KJIETKU. B y3KOM cMbIC/Ie TEPMUH OMMCHIBAET TAKKEe HA0Op PEPMEHTOB, UMEIOILINXCS B KIETKE B
JaHHBIA MOMEHT BpeMeHHU. IIpoTreomuka — 3T0 Hayka, 3aHUMAIOLIAsCs HCCIeA0BaHnEM IpoTeoMbl. OHa
UCIOJIb3YET MHOXKECTBO METOJIOB MOJIEKYJIIPHON OMOJIOrMH, HAUMHAsI OT TEHETUYECKOI0 aHAINU3a U
3aKaH4YMBasi MAcC-CIEKTPOMETpUEN nomnenTuaos. [locne peanusanuy reHOMHOTO IIPOEKTa OCHOBHOE
BHUMAaHWE CKOHIIEHTPUPOBAIIM HA BOTIPOCAX U3YUYEHUS CTPYKTYPHI U QYHKIMH OeNKOB. | € HOMHBIN TPOEKT
MOKa3aJl, YTO MHOXKECTBO BHOBb OTKPBITHIX €HOB UMEIOT HEM3BECTHbIE (DYHKIMH, @ MHOTUE ONUCAHHBIE
(GYHKINU SBISIOTCS TIPEATIONIOKUTEEHBIMU, 0a3UPYIOMIMMUCS Ha aHAJIOTHH C APYTUMH OpTaHU3MaMHU.
Hanpumep, y AByX moipoOHO HCCIeI0OBAHHBIX OPraHU3MOB, Y APOXKKEN S. cerevisiae N KUILIEUHOM
nanouku E. coli, nyist Gonee 4eM MoJIOBUHBI TEHOMA HEM3BECTHO, KAKUE (PYHKIMH, JETEPMUHUPYIOT
OTKpBbIThIE TeHbl. Takke Heu3BecTHA QyHKUUsA A7 Oonee 40% GenkoB, MpeICKa3aHHbIX B paMKax
T€HOMHOTO TMpoeKTa uenoBeka (cMm. ['masa 15, puc. 15.1.1).

ITonumanue GyHKIMM TpeOyeT HE TOIBKO UACHTU(PHUKAIIMY IPOAYKTOB I'€HOB, a TOPa3JIo
6ombiiero. M3 Mmatepuana, U3J10)KEHHOTO BBILLE BUAHO, YTO MHOTHE MOJIUIIENTHBI IPEXKJIE, YEM CTaTh
6emKoM MOIUGUIMPYIOTCS J0OABICHUEM METUIIbHBIX, AlleTHIIBHBIX, (POCPATHBIX U JPYTUX IPYII, U3 HUX
BBIPE3aI0TCSI CHTHAJIbHBIE U HE (DYHKIIMOHUPYIOIINE B JAHHON TKAHU YYaCTKH, a TAKXKE - UHUIIUATOPHbIE
METHOHUHOBBIE OCTATKH, U, HAKOHEI, OJUIIENTH 1Bl KOMIJIEKCYIOTCS C CaxapaMH, JIMIIUJAMHU U JpYTUMU
noJjunenTuaaMu. bemku camoperynupyemMo moaBepraroTcs KOHPOPMAIMOHHON «COOpKe», a TaKKe
IIOJIBEPTaIOTCs BHEIIHEMY PETYJIMPOBAHMIO IIANIEpOHaMu. M3BecTeH npolecc MpoLuecCuHra BHyTPEHHUX
AMUHOKHCIIOT MIEPBUYHOMN TOCIIEI0BATEIBHOCTH B LIETIH NoaunenTHaa. M3BecTHO Takke CBBIILIE THICAYN
MEXaHU3MOB [TOCTPAHCISILIMOHHBIX MOUPUKAIMNA OETTKOB BI0OABOK K BBICOKOMY pazHOO0Opasuio,
nocrasisieMoMy anbTepHaTUBHBIM crutaiicuiroM MPHK (cM. I'naBa 5). Takum 00pazom, reHOM 4yelnoBeka,
Hanpumep, umeromuit 35000-40000 reHoOB, MOXKET MPOU3BOAUTE OOJIEE YEM MO MUJUTHOHA TeHHBIX
IPOAYKTOB. 3a7]a4M POTEOMUKH — OOIIMPHBI. DTO — OITy4YeHNE HH(POPMAITUH O CTPYKTypax, GyHKIUAX
U OCHOBHBIX MOAM(UKALUAK, TPOUCXOIAIMINX ¢ OeTKaMu. BbIsicCHeHHe KIIeTOYHOH JIOKaJIn3aluy OeJIKOB,
OLIEHKa UX U3MEHYMBOCTHU U B3aUMOCBSI3€H C IPYTUMU OEIKaMu.

MeTtoabl NPOTEOMHUKH

[IpoTeomuka HCoIb3yeT OONBIIMHCTBO METOIOB MOJIEKYJIIPHOI OMOJIOTHH, Pa3BUTHIX MPH
peanu3aiy TeHOMHBIX MTPOEKTOB. ITO — Takue MeTo Ikl Kak [11IP (momumepasHoi 11ermHoM peakiun),
IIPUMEHEHNUE PAa3INYHBIX BEKTOPOB, aBTOMaTH4eckoe cekBeHrnposanue JIHK u cnennannszupoBaHHble
IaKeThl IporpaMMm. MeTo bl MPOTEOMHKH MPOJOIIKAIOT PA3BUBATHCSA U YCOBEPIIEHCTBOBATHCS,
IIPEJCTaBIISIs OJHO U3 BEAYIIUX HAIPaBIEHUN F'€HETUKU. [ TaBHbIE METO/IbI IPOTEOMUKH BKJIIOUAIOT
pazzaeneHue U UACHTU(UKALUIO OEIKOB, BBIJICIEHHBIX U3 KiIeToK. OnHUM U3 Haubonee
pactpoCTpaHEHHBIX METOJIOB pa3/IelieHusl OCIIKOB SBIISIETCS ABYMEpHBI dnekrpodopes (puc. 3.4.1). o
9TOM METOIUKE OEJIKH, BBIIETICHHBIE U3 KJIETOK Pa3IMYHbIX TKaHEH, TOMELIAI0TCS B OJIMAKPUIAMUAHBIN
rens (ITAD) 1 moxBepratoTcst BO3ACHCTBUIO MO 3JEKTPUIECKOro Toka. Ha mepBom sTarne 6enku
IIOJIBEPTAIOTCS Pa3JEIICHUIO B COOTBETCTBUU C 3aPsIIOM, KOPPEIUPYIOIUM C UX MOJIEKYJIIPHBIM BECOM.
Ha BTOpom 3Tane rens noBopaunBaroT Ha 90 rpajycoB U Ha ATOT pa3 OEIKH pa3AesioTcs M0 UX
MOJIEKYJIIPHOMY pa3mepy, ucnoiib3ys 3¢ dekt [TAT', kak MOJIEKYJIIpHOTO CUTA.
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Puc. 3.4.1. JIsymepnulii benkogulii 2enb
anekmpogopes.

Tonyuennvle pesynbmamol NOKA3bLIBAIOM
NAMHA-PPAKYUU PACNONIONHCEHUSL PA3TUYAIOUJUXCSL
N0 MONEKYAPHOU Macce U pasmepy Oeikoe nocie
cneyuguueckozo ux okpawusanus. Ha maxom cene
Modrcem Oblmb 6blA61€HO 00 HECKOIbKUX MblCAY
oenxos (Ilo Klug, Cummings, 2002).

Fig. 3.4.1. A two-dimensional protein gel-
electrophoresis results, showing the separated
proteins as spots. Several thousand proteins can be
displayed on such gels (From Klug, Cummings,
2002).

[Tocne okpammBanusi 6€TKOB OHU BBITIIAIAT KaK
nsaTHa. OOBIYHO HA Telle MOKHO HacuuTaTh oT 200
1o 10000 Takux misareH win ¢paxuit (puc. 3.4.1).
Jna naeHTudukaniuy OTASTbHBIX OETKOB, PpaKIUH
BBIPE3AIOTCS U3 Telis U 0eJIOK 00pabaThiBaeTCs U
«TepeBapuBacTCsy, HAMPUMED, TAKUM (HEPMEHTOM,
KaK TPUIICUH. DTO JTA€T CEPHUIO XapaKTEPHBIX
MenTUAHBIX (parMeHToB. DparMeHTHI qanee
TOABEPTAIOTCSI MACC-CIIEKTPOMETPHUECKOMY
aHaJIM3Y MO0 METO/IMKE, HA3bIBAEMOU MEeNTUAHBIN
Macc-puHTeprnpuHTHHT. {15 uneHTnduKanum
OeNKOB, MacChl IENTH/IOB CPAaBHUBAIOTCS C
MpeACKa3aHHBIMU MaccaMu U UCIIOJIb30BaHUEM
0enKoBbIX 0a3 AaHHBIX. J{J1s yBeNIUYeHHs] CKOPOCTH
Y TOYHOCTH aHaJIN3a MIPOTEOMBI TIPU €¢
WCCIIEIOBAaHUH IIUPOKO MPUMEHSIOTCS pa3iIndHbIe
naketsl nporpamm no JIHK-ananu3zy u apyrue
CTaTHUCTUYECKUE CPECTBA.
bakrepuanbHas nporeoma

Haubonee noaxonsaummu s aHaIu3a
SIBJISTFOTCSI IPOCTHIE OPTaHU3MBI, TAKHE KaK
Mycoplasma genitalium, ¢ ee TEHOMOM TOPSIKA
480 HI (HYKJICOTUIHBIX Map; CM. TAKXKE JaHHBIC B
I'maBe 15). Heckonbko naboparopuii uzyqanu M.
genitalium c eNBI0 YCTAHOBUTH MUHIUMAIILHOE
YHCII0 OMOXUMUYECKUX U METaO0IMUECKUX
peaxiuii, HeOOXOIUMBIX 1151 (PYHKIIMOHUPOBAHUS
JKUBOTO opranu3ma. B wactHoctu, Bacunmkep (V.
Wasinger) ¢ ee KoJieraMu u3y4aiu
9KCIIOHEHIIMATBHYIO U MOCT-3KCIIOHEHIINAbHY IO
dasel pocta 'y M. genitalium.

Hcnonp3ys AByMepHBI mekTpodopes OHn 00HApY KUK Beero 427 OeNKOBBIX (pakiuii B mepBoi ¢ase.
W3 Hux 201 6bu1H poaHaau3UpOBaHbl U UAESHTU(PHUIMPOBAHBI IO METOAMKE MENTHIHOIO Macc-
(uHTrepnprUHTa U CPAaBHEHUS C U3BECTHBIMU OeJIKaMH. AHAINU3 MO3BOJIMI OTKPBITh 158 N3BECTHBIX OEJIKOB
(33% mpoteomsl) u 17 HensBecTHbIX OenkoB. OcTanbHble (hpakuy (UHTEPIPUHTA BKIHOYAIH (pparMeHThI
OT OOJBIIMX OEITKOB, pa3INIHBIC N30(OPMBI OJHUX M TEX K€ OCIKOB U TIOCTTPAHCIISITUOHHBIC
MoIUpHUKAIMK OETKOBBIX MPOAYKTOB. MaeHTHHIIMPOBaHHBIE OEIKH OKa3aauch (hepMEeHTaMH,
BOBJICUEHHBIMU B SHEPreTHUECKU MeTaboau3M, perunkanuto JJHK, Tpanckpunuumio, TpaHCcasnuio u
TPAHCHOPT PAa3IMYHBIX MOJIEKYJ yepe3 KIeTouHyto MeMOpany. Ilepexon oT ¢a3bl SKCOHEHIMATBLHOTO
pocTa K cTaiimoHapHOH (ha3e mpHBeN K cokpaiieHuo Ha 42% yucia CHHTe3upyeMbIX OenkoB. B Teuenue
CaMoro 3TOro Mepexoa MosIBUIINCh HEKOTOPbIe HOBbIE O€NKH, a IpyrHe NOJBEPIIIUCH IPAMAaTHUYECKUM
U3MEHEHUSM B KOJMYECTBE. DTH U3MEHEHUS, OYEBHUIHO, CBSI3aHBI C N3MEHEHHEM ITUTAaHUS, YBEIINICHUEM
KHCJIOTHOCTH CPEJibl pOCTa U APYTUMH aJalTalUsIMU K U3MEHEHHUSM CPEIbl.

UccnenoBanne Bacunmxep mokasano, 4To Bpsi I MOTYT ObITh HalI€HBI YCIOBUS AJIS
peanu3aluy BCero noTeHuuana reioma. B uccnenosanuu M. genitalium o6HapyXHui1ock, 4To TOIbKO 33%
TEHOB KCIIPECCUPYIOTCS TaXKe B YCIOBUAX ONTUMHU3UPOBAHBIX IS MAKCUMAIILHOTO POCTa
OaxkTepraabHON KyJbTypbl. C y4eTOM TEXHUUECKUX OTPaHUYECHUH 3Ta BEJIMUMHA MpeCTaBiIsIeT Hauboee
CUJIBHO 3KcnpeccupyeMble Oenku. Ocratomuecs 67 % 0eIKoB 0OYEBUAHO IKCIPECCUPYIOTCA B CIIEKTPE
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JIPYTHX CPEIOBBIX YCIOBHH, a TAKKE HAXOIATCS HUXKE MOPOra UyBCTBUTEIBHOCTH METOAUKH
anekTpodopesa, a TAK)KEe METOI0B IKCTPAKIIMK OeNKOB. Bompeku 3TUM OrpaHHuYEHUsIM aHAJIU3 MPOTEOMBI
JaeT CIIeKTP MHPOPMAIIH HEIOCTYITHOM MTPH OHOM JIMIITh CCKBEHUPOBAHUU TC€HOMA.

3.5. MIPAKTUYECKOE 3AHATUE 3

1. UnTepuer-noaaepxka. Paccmorpure onnH npuMep cuHtesa Oenka Ha caite MnHolckoro
yausepcureta CIIIA: http://www.gene.com.ac/AB/GG/protein_synthesis.html.
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r71ABA 4. UMMYHOTEHETUYECKUU AHAJTU3 U
SBOJIIOLNOHHBIE PACCTOSIHUA

MABHbIE BOINPOCHI:

4.1. BBegeHne B UMMYHOTEHETUKY.

4.2. HacnepoBaHne UMMYHOreHETUYECKUX MPU3HAKOB U NonynsaunoHHast USMEeHYNBOCTb.
4.3. IMMyHOreHeTu4eckoe JatnpoBaHne 3BOSTHOLNMN.

4.4. [laTnpoBaHue 3BOSIOLMM NOCPECTBOM aHanmsa nepBMYHON nocreaoBaTeflbHOCTH
aMWHOKWUCIOT.

4.5. MPAKTUYECKOE 3AHATUE 4.

PE3IOME

1. Hauny4mieit METOauKOM 17151 0OOHApyKEHUS UMMYHOT€HETUYECKOTO MOIUMOpdU3Ma SBISETCS
TEeCTUpPOBaHUE 00PaA3IOB KPOBH AHTHCHIBOPOTKOM.

2. UMMyHOTeHeTUYECKHE TTPU3HAKY HACIEAYIOTCA 10 3aKoHaM MeHens. B mpupoaHbIX MOMyIsIUsIX Mo
HUM, KaK TIPaBUJIO, BBITIOJIHACTCS 3aKOH Xapau-BanOepra.

3. [Monmumophr3M UMMYHOTEHETHUECKHUX MPU3HAKOB ObLIT OOHApYXeH y boee, yeM cTa
MPOAHATIM3UPOBAHHBIX BUAOB. [[03TOMY MCTIOIB30BaHIE MMMYHOTEHETHYECKUX TPU3HAKOB CJIETIAI0
pealbHbIM T€HETHUECKHUE UCCIIEeIOBAHMS HAa MTPUPOJIHBIX MOMYJISAIHIX.

4. Tomynsiuu peI0 ¥ APYTHX OPTaHU3MOB OTIUYAIOTCS 110 YaCTOTaM ajuieied, KOAUPYIOIINUX
MMMYHOTCHETUYECKUE TIPU3HAKU M UHOTIa UMEIOT J1a)Ke YHUKAJIbHbIC aJlICIH.

5. UMMyHOTeHEeTHYECKOE TaTUPOBAHUE HBOJIIOIIUMH JAJI0 PEATMCTUYHBIC PE3YIbTAThI 111 MHOTHUX TPy
OpPraHU3MOB, KaK TTO3BOHOYHBIX, TAK U OECIIO3BOHOYHBIX )KUBOTHBIX U TIOMOTJIO YIIYYIIUTh (PUIOTCHUIO
ATUX TPYIIIL.

6. OLeHKa 4nciia aMUHOKHCIIOTHBIX 3aMEIIEHHI ¢ UCTI0Ib30BaHueM 3akoHa [lyaccoHa naet BnosjHe
TOYHBIC YMITUPUUECKUE PE3YIIBTATHI, KOT/Ia aHAIM3UPYEMbIE OTPE3KH BPEMEHHU HEBEIMKH. B apyrom
ciy4ae He0OXO0IMMO HMCIIONIb30BaTh METO1 MaTpuIlbl aMUHOKUCIIOTHBIX 3aMerieHuid. [lomyueHnHbie
JTAHHBIC TIOKA3bIBAIOT PEATUCTUIYHOCTD MOJIEKYJISIPHBIX YaCcOB.

SUMMARY

1. The best technique for immunogenetic polymorphism detection is a probation with antisera.

2. Inheritance of immunogenetic traits is simple Mendelian. Hardy-Weinberg (H-W) law is holding as a
rule in natural populations.

3. Polymorphism of immunogenetic traits was found in more than 100 fish species. Thus, introduction of
immunogenetic approach made it possible to conduct experimental population genetic research in the wild
nature.

4. More than two alleles were found in many blood groups loci. So, the existence of multiple alleles and
wide genetic variation were proved for natural populations. Fish populations differ in allele frequencies,
and sometimes even have unique alleles.

5. Immunogenetic dating provides reliable results for many groups of animals, both vertebrate and
invertebrate and helps to improve phylogeny in these groups.

6. Estimation of a number of amino acid substitutions through Poison theory gives quite accurate
empirical results when the considered evolutionary time period is relatively short. In opposite case of long
history the Amino Acid Substitution Matrix method is used. The obtained data provide the evidence on
the reliability of the Molecular Clocks.
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4.1. BBEOEHUE B UMMYHOIEHETUKY

Bce no3BOHOYHBIE )KUBOTHBIE UMEIOT Pa3BUTYI0 UMMYHHYIO CUCTEMY. Y pBIO u TeM Ooiee
0eCIO3BOHOYHBIX KHUBOTHBIX OHA HE TaKas COBEpIICHHAs, KaK Y MJICKOMUTAIONINX, HO, TEM HE MEHee,
JIOCTaTOYHO Pa3BHUTa, YTOOBI OCYIIECTBIATh PEAKIIUN AHTUT€H-aHTUTEII0, KOTOPBIE SBISIOTCS
MPUHLUNHAATBHBIMU JJI1 UMMYHOT€HETUYECKOTO aHaTN3a U 1711 KUMMYHOTE€HETHKH B I[EJIOM.

NMMyHHas peakiiys MOXKET OCYIIECTBIISATHCS B TKAHU WK B KPOBEHOCHOM cucteMe. B nmocnennem
clly4ae, TaK Ha3bIBAEMOT'O TyMOPAJIbHOTO OTBETA, BHIPAOATHIBAIOTCS aHTUTENA (IIPEICTaBICHHbBIC
JTa0MIBHBIMU O€TTKaMU-UMMYHOTJIO0YIMHAMU: O, [3, Y-TJII00yIMHAME), KOTOpPBIE IOCTYTAIOT B CHIBOPOTKY,
/i€ B KPOBEHOCHOI cucTeME U OCYILIECTBISIETCSI UMMYHHAs peakius. AHTUTeNa Pa3BUBAIOTCS IPOTUB
Pa3IUYHBIX «9yKEPOJIHBIX» UCTOYHUKOB MJIM UX YacTel, Ha3pIBa€MbIX aHTUTeHAaMU. B kadecTBe
AQHTUTE€HOB MOTYT BBICTYIATh JIIOObIe MAKPOMOJIEKYJIbI (IENTUIbI, JIUTTOMPOTEHHBI, TTTMKOTIPOTEUHBI),
BUpYCHI U OakTepuu. VHOTAa qaXke KJIETKU COOCTBEHHOT'O OPraHU3Ma MOTYT CIYXHTh KaK aHTHUT€HBI, YTO
CO371aeT ayTOMMMYHHBIE 3a00JIeBaHus, Takue Kak peBMaTouaHbIid apTput (B CIIA oT 3T0M O0Ne3HN
CTpajaioT 6,5 MITH. 4eJI0BEeK), IoHOIIecKuit nuabdet (ctpagaer 0,5 % momysiiuu 4eoBeKa) U, HaKOHEIl,
paccesiHHbIN CKJIepo3 (ayTOMMMYHHAas peakiusi Mo3ra). B aTom paznene Mbl paccCMOTPHUM JIBa PUCYHKA,
KOTOpbIE MTPU3BaHbl HATOMHUTH, KaK OCYLIECTBIISIETCS PeaKLUsl aHTUTeH-aHTuTeNo. s 6onee
JIETATHHOTO O3HAKOMJICHUS C ATOM MPOOIEMaTUKON MOXKHO 00paTuThcs K MoHOTpaduu [Tomosoii (1999)
WIH JPYTHUM UCTOYHUKAM.

Hmmynumem. I'yMopasIbHBIE UMMYHUTET oOecrieunBaeTcsi B-kiieTkaMu 1 aHTUTENIaMH, KOTOPhIS
oHHM TIpou3BOIAT (puc. 4.1.1). TkaHeBO# WK KIETOYHBI IMMYHHUTET oOecrieunBaeTcs: T-KIeTKaMH.
Peakuuu, 3amyckaemble U OCYIIECTBIISIEMbIE aHTUTENIaMU, 3aIIUIIAIOT OPraHU3M OT OAKTepUi U BUPYCOB.
Knerounslit uMMyHuTET 00ecrieunBaeT (HyHKIIMOHUPOBAHUE TKaHEH, OOPACH C KIETKaMH,
MHOUIUPOBAHHBIMH OaKTEPHUSIMH U BUPYCAMU, UHBA3UPOBAHHBIMU TPUOAMU U IPOCTEHIINMU, a TaKKe
HENTpanu3ysl KIETKH, IOpaXEHHbIE paKoM. B Xo/ie ocyIecTBIeHHs TyMOPaJIbHOTO MMMYHUTETA
MIPOUCXOIUT B3aUMO/JIEHCTBUE B-KiIeTok ¢ aHTHUreHoM U nocieayomas aupdepeHunpopka B-kieTok B
IU1a3MaTUYECKHUE KIIETKU, CUHTE3UpYIolKe anTuTena. CeKkpeTupyeMble aHTUTENA CBA3BIBAIOT AHTUTE€HBI U
o0JeryaroT ux yjnajieHue u3 opranuzma. Cucrtema KI€TOYHOTO MMMYHHUTETA BKIIOYAET Pa3IMyHbIe
cyonomysiiuu T-KIeTOK, KOTOpPBIE OTIO3HAIOT aHTUTeH, cBs3aHHbIN ¢ 6ekom MHC knacca 1. TH-kineTkn
OTBEUAIOT Ha MOSABJIEHUE aHTUTEHA MPOTYyKLIHEH ITUTOKUHOB. TC-KIIETKM OTBEUYaIOT HA aHTUTEH
muddepenpoBkoit B murorokcuueckue T-mumporuter (CTL), koTopsie oOecriednBaioT yOUncTBO
M3MEHEHHOM aHTUTEHOM KJIETKH, HallpUMeEp, KIETKU, HHPHUIIMPOBAHHON BUPYCaMHU.
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Puc. 4.1.1. Cmpoenue anmumena (1) u cxema eymopanvHo2o u Kiemo4Ho-mKaHe8o20 umMmyHumema (2).
Axm y. — axmuenwiti yenmp, MHC — 2nasnuiti komniexc eucmocoemecmumocmu (Ilo Kuby, 1994, p.13;
Abenes, 1996, 3aumcmeosano uz Kumynes, 2002, c.391, c usmenenusimu,).

Fig. 4.1.1. Composition of an antibody (1) and the humoral and cell-mediated immune responses (2).
MHC is Main Histo-compatibility Complex (From Kuby, 1994, p.13; Abelev, 1996, From Zhimulev, 2002,
p-391, with modiifications).
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AHTHTENA CBA3BIBAIOT aHTUT€HBI, B3AUMOICHCTBYI TIOCPEICTBOM BapHaOEIIbHOTO yJacTKa
UMMYHOTJI00YJIMHOBOM Mosekybl (puc. 4.1.1, 1). OGe peakiuu u rymopaibHas (a), 1 KI€TOYHO-TKaHeBas
(b) MmoryT peanuzoBaThCs ogHOBpeMeHHO (puc. 4.1.1). B konie peakmnuu, B 3¢ dekropHOi dase,
NPOIYKTHI B3aUMOJICHCTBHUS aHTUTC€H-aHTUTEII0 HHAKTHBHPYIOTCA (puc. 4.1.1, 2).

Ecnu aHTUTeHBI JIOKTU3YIOTCSl Ha TOBEPXHOCTH 3PUTPOLIMTOB, TO AHTUTEIA PEarupyroT C HUMH,
IPUBO/ISL K UX CKJIIEUBAHUIO M KOATYJISIIMU KPOBU. Takast KpOBb B BHJIE CI'YyCTKOB XOPOIIIO OTIMYAETCS OT
HOPMAaJILHOM, TJIe UMMYHHOH PEaKIIMy HET, KaK 3TO TMTOKa3aHO Ha MpuMepe akysl (puc. 4.1.2).

E[h@q:'

A

Puc. 4.1.2. Onpeoenenue S-cucmemvol epynn Kpoeu y
axynel Squalus acanthias. A — Peaxyus
az2nroMUHAYUU UMeemcsl, NOKA3bIBAsl PeaKyuro
anmueen-aHmumeno (azpe2ayuu 3pUmpoyumos
NOKA3aHbl CMPeNKamil, cie6a), Hekomopule 0codou
makou peakyuu He nposeiaom (cnpasa), B —
Tlokazanvl paznuunvle 5manslt AHAIU3A NPU NPOCTIOM
u 6onee cnoxcnom nooxooe (Ilo Anmyxos, 1974, c

W30AMMIOTUHALIMA ABCOPELWA AHTUCLIBOPOTKW MS’MeHeHM}lMM).
Fig. 4.1.2. A detection of the S-system of the blood
S*nen S knemin Slknertn S2xnemu SOnerwn  @roup in the shark Squalus acanthias. A, There is an
B immune reaction of the agglutination (Blood cell

aggregations are shown by arrows, left) and no
reaction (right), B, Below different steps of the
analysis are shown (From Altukhov, 1974, with
modifications).

Crnenyroumii mar MMMYHOT€HETUUECKOT0 aHAJIU3a COCTOUT B MOMCKE UCTOYHHKA (CBIBOPOTKH),
KOoTOpas HauOoJiee CeU(pUIHO pearupyeT ¢ eCTECTBEHHBIMU aHTUTE€HAMH 3PUTPOLUTOB. B yactHOCTH,
NPOBE/ICHUE PEaKIMH N30arTIOTUHAIIMH (KPOBb TECTUPOBAIACH B CHIBOPOTKE 0COOEH TOTO JKe BHIA),
TI03BOJIAET OOHAPYKUTH Y aKyJIbl JBa THIIA PEaKIHH OpraHn3MoB (1Ba GeHoruma): S’ u S” (puc. 4.1.2, B,
I0Ka3aHo cieBa). bosee cinoxkHas npoueaypa, ¢ IpeaBapuTeIbHON HMMYHHU3AUEN KPOJIMKa, TOBBIILIAET
4yBCTBUTEIBHOCT CHIBOPOTKHU U MO3BOJIAET BBIABUTE S1-, S2-, SO-knetku mnu tpu penoruna (puc. 4.1.2,
B, ciipaBa). Kak 370 00bIYHO IPUHATO B T€HETUKE, TETIEPh Mbl MOXKEM IIPEJIOKUTH (BBIABUHYThH
TUIOTE3Y) CXEMY F€HHOT'O KOHTPOJISI S-CUCTEMBI TPYTIBl KPOBH aKyJIbl, 1 HAUTH JOKa3aTeNbCTBA
BEPHOCTH 3TOT'0 IpeanosoxeHus. Ha nepBpIx 3Tanax npoBOJSAT TECTHI HA BOCIIPOU3BOJIUMOCTD
(beHOTHUIIOB, a 3aTeM MPOBOAAT CKPEIIMBAHUS U aHAJN3 PACIIETUICHUS B TOTOMCTBE. J[is Tukux
HOIYJISILUM Yallle BCEro NCIOJb3YIOT JaHHBIE €CTECTBEHHO OCYILIECTBIISIOIINXCS B IPUPOJIE
CKpEILMBaHUM.

UToObI MOIBECTH UTOTH TAHHOTO pasfielia, HeOOXOAMMO ONPEICIUTh, YTO TAKOE HOPMAaJIbHAA U
HMMYHHas cbIBOPOTKA. HopMarnbHas ChIBOPOTKA — 3TO OOBIYHAS CHIBOPOTKA KPOBU. MMMYHHAS
CbIBOPOMKA — MO CbIBOPOMKA, KOMOPASL 8bIpAOOMAHA OP2AHUSMOM NOCTIE 86€0eHUsL 8 €20 KPOBSIHOE
pyeno ucmounuxa anmuezena. Ha puc. 4.1.2 OblTH pacCMOTPEHBI JIBE PEeaKIMK ¢ HOPMATbHONH M IMMYHHOM
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ceIBOpoTKaMu. Kak npaBuiio, MMMYHHBIE CHIBOPOTKH MOKa3bIBAIOT OOJIBIIYIO UyBCTBUTEIBHOCTH (CM. PHUC.
4.1.2, B). IMmMyHHBIE CHIBOPOTKH Ha3bIBAIOT TAK)KE HMMMYHHBIMH AHTHCBIBOPOTKAMHU. UTOOH! e1ie
0oJjiee yBEIMUNUTh YyBCTBUTEIBHOCTh AHTUCHIBOPOTKH, OHA MOXET ObITh aOCOpOMpoBaHa, OAHAMKIbI WIH
IIOBTOPHO, C MCIIOJIb30BAHUEM KPOBU OJHOTO U TOTO YK€ OPraHMU3Ma WJIU Pa3JIMYHbIX OPraHU3MOB. JTO
JIa€T BO3MOXXHOCTD BBISIBUTH aHTHTEHBI C HEOOIBITUMH UMMYHHBIMHU 3(PPeKTaMu. ATTIIOTHHAIIUS 1
HaOJI0/IeHUE CKIICMBaHUS SPUTPOLIMTOB B MUKPOCKOI — HE €IMHCTBEHHBIH Ty Th BISIBICHHUS] IMMYHHOM
peakuuu. [lpenunuTanys aHTUTEN — Apyras METOANMKAa UMMYHOT€HETUKU. AHTHUTENA, BIpaOOTaHHbIE B
CBIBOPOTKE KaKOT'0-JINOO OpraHu3Ma, MOTyT ObITh OCAXAEHbI WIIM MPELUTUIIETUPOBAHBI, a 3aTEM
MOJIBEPTHYTHI MCCIIEIOBAHHIO, HATIPUMED, TIOCPEACTBOM HUMMYHO-3JIeKTpodopesa. 3aMeTHM, 4TO WHOT/Ia B
Ka4yeCcTBE 3aMEHUTENEN CHIBOPOTKU HCIONB3YIOT PACTBOPHI JIEKTUHOB, BEIIECTB, BIACIAEMbIX U3 O000BBIX
pacTeHuM.

I'pynna kpoeu ABO. ITpocTtoii ciiyyail CUIBHOM CBIBOPOTOYHOM PEAKLIMK — 3TO PEaKLMs Ha
€CTECTBEHHBIC aHTUTECHBI SPUTPOIIMTOB KPOBH desoBeka (puc. 4.1.3). ABO rpynma kpoBu yenoBeka
otkpebiTa K. Jlanamreitnom (K. Landsteiner) B 1900 r. ABO cuctema He eJMHCTBEHHAs, JaroIiasi Ha
MOBEPXHOCTHU SPUTPOLIUTOB aHTUTEHBI. Y YenoBeka ecTh Takke MN-, C-, Rh-anturenst (pesyc) u apyrue,
BCero u3BectHo Oosee 20 rpymnn kpoBu. A- U B-anturenst oTnnuabl oT MN-aHTUT€HOB U,
COOTBETCTBEHHO, HAXOASTCS M0/ KOHTPOJIEM Pa3INYHbIX JOKYCOB, JIOKAIU30BAHHBIX B 9-11 XpoMocoMe.
HacnenoBanue nByx ameneit A u B kogomuHanTHoe, a amens 0 IposiBiIsSeT pelecCUBHOCTD (TeH He AaeT
npoxaykra). Korjga otaenbHble 0COOM TECTUPYIOTCS C MCIOJIb30BAHUEM aHTHCHIBOPOTKY POTUB A 1 B
aQHTUT'€HOB, TO YAAeTCsl OOHAPYKUTh YeThlpe (peHoTunuueckue rpynmnsl. Kaxxaas ocoob B Momyisinuu
yesioBeka umeet nbo A antureH (A ¢genortun), B anturen (B ¢penorun), A u B anturens! (AB ¢penorun)
1 Houlb aHTUreHoB (0 genotum). Yxe B 1924 r., Ha OCHOBE aHaJIM3a HACJIEJOBAHUS TPYIII KPOBH B
CEMBbsIX, OBIJIO BBICKA3aHO MPEATIONIOKEHHIE, YTO STH (PEHOTUITBI KOHTPOIUPYIOTCS TPEMS aJlICITISIMH
OJTHOT'O T€HETHUYECKOTO JOKyca. XO0Tsl BO3MOXKHbI pa3IMyHble 0003HAYECHHUs aJljIesieil, Mbl UCTIONIb3YyeM

cumBonbl JA, IB, u 10 atoGet paznuuath 3Tu Tpu aymuiens ABO cucremsr; / 0003Ha4aeT U30arTIIOTHHOTCH
(mpyro# TepMHH Jisi HAMMEHOBaHMsI aHTUTeHA). B ienom HacnenoBanue ABO cuctemMbl MOXHO
MPEJICTaBUTh B BUJIE CIeAyIOMIeH cxeMbl (puc. 4.1.3):

®eHoTn  AHTUreH FeHoTun

oX()) No 1010,
A (I A IAJA, 1AL,
B (Il B IB/B, /B0,
AB (V) AnB IAIB.

Puc. 4.1.3. ABO cucmema epynnul Kpogu uenosexa.

Annenu IA u IB sedym cebs Oomunanmno no omuowenuio K aiieno 10, 1o kodomunanmuo no
OMHOWEHUIO OpYe K Opy2y.
Fig. 4.1.3. The ABO human blood system.

The IA and IB alleles behave dominantly to the /° allele, but codominantly to each other.

Cxoanyto ¢ ABO cuctemoil rpynnbsl KpOBU UMEIOT MHOTHE JAPYTUE )KUBOTHBIE U, B YACTHOCTH,
pBIOBI. Cpeiit caMbIX U3BECTHBIX - MOXKHO OTMETUTH S- M A-CUCTEMY aHTHUTCHOB Y aKyJIbl (CM. BBIIIIE) U
cenbu. A-cucTeMa CellbJId MOXKET OBITh Mpe/ICTaBIeHa CIEAYIOIUM 00pa3oM:
®eHoTn  AHTUreH FeHoTun

Al (T) Al AJA], A142, A1A0,
A2 (II) A2 A2A42, A240
A0 (1IT) No A0AQ
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A > Ay > Ap.

Kak BUIHO M3 IPUBEICHHOM CXEMBI, HE BCE TEHOTHUITBI CEJIb/IH MPOSBIISIOTCS (DEHOTHITHYECKH.
YToObl YBEeNTUYUTHh TOUHOCTh T€HOTUITMPOBAHUS U JANbHEHIIIET0 aHaIi3a HE0OX0AUMO TIPOBOIUTH
UCTOIICHUE aHTUCBIBOPOTOK. B 3akimtoueHue pasnuena MOXHO COPMYJIMPOBATh, YTO TAKOE TPyIa KPOBU
C TOYKH 3pEHHS] HIMMYHOTEHETHKU. I pynna Kpoeu — smo geromun uMMYHHOU peakyuu, Komopulil
IKCRpeccupyemcst OOHUM UlU OOIbUUM YUCTOM 2eHOMUNOB TUDO 8 2OMO3UCOMHOM, TUOO 8
2emepo3ucomHOM COCIMOSAHUU.

4.2. HACNEAQOBAHUE UMMYHOIEHETUYECKUX NMPU3HAKOB U
nonynaAunoHHAA USMEHYNBOCTb

HNmmyHOreHeTnyeckre MpU3HaKku HaCIeAyIOTCsl OOBIYHO COTIIACHO MPOCTHIM MeH/1eTIeBCKIM
3aKOHaM. AJIJIENIA OJTHOTO JIOKYycCa MPOSIBIIAIOT TUO0 JOMUHUPOBAHUE, INOO KOJOMUHUpPOBaHKE. B mepBoM
cllydae JOMMHHUPOBAHHME OCYILIECTBIISIETCS 110 OTHOLIEHUIO K HYJIEBOMY aJIENI0, KOTOPBII HE JaeT KaKoro-
au60 npoaykra. [Ipumepsl ¢ S-cucteMoi akysbl U A-CHCTEMOM CENbIH ATO XOPOIIO WITIOCTPUPYIOT.
CxoaHOe Hacie0BaHue OOHAPYKEHO JIUIsl HECKOJIBKUX IPYIIT KPOBU MojiocaToro TyHua Catsuvonus
pelamis.

[IpoBeneHune ckpeIMBaHuil U aHATU3 HACIEIOBaHUS, KOTOPhIe HEOOXOAUMBI JJIsl YCTAaHOBJICHUS
CXEMBbI T€HHOTO KOHTPOJIS, I0BOJILHO PEAKO PEaIU3yIOTCs ISl IPUPOAHBIX BUJIOB H3-3a TPYAHOCTEH
COJepKaHUs U pa3BeCHUs )KUBOTHBIX U3 PUPOAbL. s pbI0 N3BECTHO HACIEIOBAHNE
MMMYHOTCHETHUECKHUX MPU3HAKOB y paxykHou dhopemnu S. gairdneri (Sanders, Wright, 1962). ¥V nee
oOHapy»eHo 1Ba antureHa R-1 u R-2, Ha OCHOBE KOTOPBIX peasiu3yroTcs TpH (PEHOTHUIA UITU TP TPYIIITHI
kpoBu: R1 (rerorun R1R 1), R2 (R2R2) u R1-2 (R1R2). B ckpemuBanusix, mpoBeaeHHBIX
IUTUPOBAaHHBIMU aBTOpaMu, oOHapyxuBaercs: R1 X R1-2, Fa=1:1; R1-2 X R1-2, F2 =49 R1 + 91 R1-2
+42 R2 wnu 1:2:1, xak o)xugaeTcst Ipu MOHOTUOPUTHOM CKpPEIIMBAaHUH ¢ KOJOMUHHUPOBAHUEM.

VY kaprma IunonpoTenH Lpt-1 HacieayeTcst Kak JOMUHAHTHBIN / PeLleCCUBHBIN MpU3HaK. Y Gopenn
S. trutta obnapyxena ABO-ogoOHas rpyrimna KpoBu, HO IeTePMUHUpYeMas AByMs ajuiensMu. B
NOCJIETHEM CiIydae ObUIO TPYHO MPOBECTH aHAIM3 HACJIEJOBAHUS M3-3a OHTOI'€HETHUECKOW BapHUalliHy.

OdyeHb YaCTO UMMYHOT€HETUYECKUE TIPU3HAKU KOJUPYIOTCS CEPUSIMU MHOKECTBEHHBIX aJuIeseil:
CEJIbJIb UMEET TPU aJuIesl A-CUCTEMBI, aKyJja — TPU aJlJIeNsl S-CUCTEMBI, TI0JI0CAThIM TyHel — 10 12
ajyiesnei B OIHOM U3 HECKOJBKUX OIPEIETICHHBIX Y HETO CHCTEM.

O0611e 0COOEHHOCTH HACTEIOBAHNS UMMYHOTCHETUYECKUX TPU3HAKOB MOKHO CYMMHUPOBATh
CJIETYIOINUM 00pa3oM:

(1) Hannuune noMuHUpOBaHMSI, KOT/Ia y TETEPO3UTOT IPOSABISAETCS TONBKO OJMH U3 ajuleseil (AaHTUTEHOB);
(2) Hanuame koTOMUHUPOBAHUS, KOT/Ia Y TETEPO3UTOT aKTUBHBI 00a ajiess;
(3) Hanmnune HoBooOpa3oBaHmii: pEHOTUIT Y TETEPO3UTOT HE SIBJISETCS MPOCTONH CYMMOW MPOIYKTOB JABYX
TOMO3UTOT (MOJICKYJIIPHBIM MEXaHHU3M ATOTO SIBJICHHUS MBI pa3depeM B Jlekumu 5);
(4) Hanmuuwme snmcrasa, KOrjia OJUH U3 TeHHBIX MPOIYKTOB HHTHOUPYET EHCTBHE APYTOro JIOKYCa;
(5) Hanmare MHOYKECTBEHHBIX aJlJIesICii: MPUCYTCTBHE 00JIee YeM JBYX allIeJIeH B JIOKyCe — 9TO HOpMa
JUISL IMMYHOTE€HETHUECKHX JIOKYCOB.

3akon Xapau-Baiin6epra

W3-3a TpynHocTel conepkanus OOJIBIIMHCTBA IPUPOJHBIX BUIOB, BKIIOUAs MOPCKUE OPTaHU3MBI,
HaCJIeJOBaHHE UMMYHOTE€HETUYECKUX MPU3HAKOB YCTAHABIIMBAIOT [0 CKPELIUBAHUSAM, KOTOPbIE
IIPOUCXOMAT €CTECTBEHHBIM ITyTEM B Npupoze. Eciu ckpemmBanus IPOUCXOIAT CIIy4aiiHO, TO MEKIY
4acTOTaMU TaMeT ¥ T€HOTHUIIOB CYLIECTBYIOT ONPEEICHHbIE MPONOPLUU. ITH MPONOPIUH BIIEPBHIE
onpenenvn Xapau (Hardy, 1908) u Baitn6epr (Weinberg, 1908), mo umMeHam KOTOPBIX, U HA3BaH
COOTBETCTBYIOIIHNI 3aK0oH (mpaBuiio) Xapau-Ban6epra (X-B). [Ipexne, yem chopMyaIupoBaTh 3TOT 3aKOH
B CJIOBECHOM BH/I€, HEOOXOAUMO ONPEICIUTh, KAKOBBI YCIOBUS JIJIsl BHITIOJIHEHUS 3TOTO 3aKOHA (MOJIENHN).
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[Ipexe Bcero, paccMOTpUM OOJIBIIYIO (B Heasie - 0ECKOHSUHYIO) TIOMYJISIIAIO TUTUIOUTHBIX
OHCeKCyaIbHBIX OPTaHU3MOB, CIIAPUBAOIINUXCS CITyYailHO; TO €CTh, TAMETHI B POAUTEIHCKON MOMYISIIUN
KOMOMHMPYIOTCS B 3UTOTax ciay4aiiHo. Jlanee, paccMaTpuBaOTCs TOJIBKO OTJEJIbHBIE AyTOCOMHBIE
nokychl. [TycTh UMEIOTCS TP T€HOTHUIIA, @ UX YUCICHHOCTH PABHBI:

I'enomunswi: RIR] RIR2 R2R?

Yucnennocmu: D H R;

D+H-+R = N oco6eii BkiItoOueHHBIX B BEIOOPKY (2N - TeHOB). AJuleNbHbIE (MJIH PAaBHO TaMETHYECKHUE)
4aCTOTBI TOTJja COCTABIIAIOT JUIsl IBYX I'€HOB R U R):

Priy=(2D+H)/2N=(D+ 1/2H) /N u qg, = (2R +H) /2N = (R + 1/2 H) / N. YHacrora BToporo
ayielnis MOKeT ObITh HalIeHa IPOIIE: (ry) = 1 - Pryy, TAK K&K PR}y T qro) = 1. HacTOTHI B Takom

OTIpENICTICHUH TIPEJICTABIIIOT CO00H BeposiTHOCTH. [1oaTOMY, A1 cUTyaIuu cBOOOTHOTO (CITy4aitHOTO)
CKpCIIMBAaHUA MOKHO 3alMCAaTh YaCTOTHI 3UT'OT KaK MPOU3BCACHUC YaCTOT I'aMcCT. HOMHH, YTO YacToTa
st R =p, a ans Ry = q, uMeeM nporopiuy 3urot B Fi, Kak OHM Ipe/icTaBICHBI B Ta0IUIIE

Camka Camey (M)
(F) (R1) p (R2) q

(R1)p p? pq

(R2) g pq q°

Hpyrumu cnosamu: (p + q)2 =p2 (RIR]) + 2pq (RIR2) + g2 (R2R2). Takue 6MHOMHUANbHBIE UK
PaBHOBECHBIE MPOTIOPLIUHU MEXTYy raMeTUYECKUMHU U TeHOTUITMYECKUMH YaCTOTaMHU COXPAHAIOTCS, TIOKa
NEHCTBYIOT CTOXAaCTUUECKHE YCIOBUS Moieil. OHU MOTYT HapylIaThCsl CHCTEMaTHYECKUMHU
HBOJIIOIIMOHHBIMHU (PAKTOPAMU: €CTECTBEHHBIM OTOOpOM, Apeii(om, MUTpaIHel, a TaKKe JPyTUMHU
NPUYMHAMU, HAPYIIAIOUIMMH YCIOBUS PaBHOBECHS, HAIIPUMEP, ACCOPTATUBHOCTHIO CKPELIUBAHUHN WIIN
UHOpHUIMHTOM. BhIpakeHue BbIIIE SBISETCS aHATUTUYECKUM MIPECTaBICHUEM 3akoHa Xapau-BaiinOepra.
B cnoBecHom Buge 3akoH X-B M0okHO chopMyIupoBaTh CIEIYIOMUM 00pa3oM: «B 601buiol c60000HO
CKpewuearowericsi NONYIAYUY, HAYUHAs C NEPBO20 NOKOIEHUS, CYWeCmByIom OUHOMUATbHbIE
PasHogecHvle NPONOPYUU MeAHCOY YACTOMAMU 2aMem U YACMOMAaMU 2eHOMUNO08, KOMopble CYWecmayom
HEeO02PaHUYeHHO 00120, eCl CUCMeMamuiecKue 360110YUOHHbLE (PaKmopbl — ecmecmeenHblil omoop,
opeltigh u muepayus, a maxoice opyaue npudUHbl, He HapYuLarm cmoxacmuiecKue npoyeccol.

[IpaBusno X-B naet oueHs jgerkuii cnoco0 isi MPOBEPKH CXEMbI T€eHETUYECKOTO KOHTPOJIS TOTO
WJIM UHOTO MOJTUMOP(HOro, KAYECTBEHHOTO MPU3HAKa B IPUPOIHBIX NOMYJISIIUIX. MOXKHO
chOopMyIHPOBATH TUIIOTE3y T€HHOT'O KOHTPOJISA, BBIYUCIUTD AJIEIbHBIE YaCTOTHI U 110 HUM OKU/1aeMble
YaCTOTHI TCHOTUIIOB UCXO/IsI M3 TIpaBmia X-B, u 3aTeM cpaBHUTH WX ¢ HaOII01aeMbIMU ((haKTHIECKUMU)
YHCICHHOCTSAMHU T€HOTUINOB WK (heHOoTUNoB. Heckonbko nmpuMepoB OyneT pa3o0paHo B paMKax
[IpakTuueckoro 3aHsaTus 4.

ComnocraJ/ieHre MPUPOAHBIX MOMYJIALMIA

[Tomy sty BUIOB pbIO OBLIN OJJHUMH U3 MEPBBIX MPUPOJHBIX 00BEKTOB, MPOAHATU3UPOBAHHBIX
Ha OCHOBE MIMMYHOT€HETHUECKUX MapKepOB I'eHOB, Korzia ¢ 50-X rof0B NpeAbLIyIIEro CTOJIETH OHH
ObLIM BOBJICUYEHBI B aHau3. KpoMe yrmOMSHYTBIX aKyJibl, CENbJIU U TYHIA, ObLTN MpOaHaTN3UPOBAHbI
TaKue BHUJIbI, KaK €BPONEHCKUI aHUOYC, Tpecka, ¢popeib U apyrue. OTKPBITHl HECKOJIBKO IPYIIIT KPOBU: Y
tpecku Gadus morhua A- u E-, y monocaroro tynna Catsuvonus pelamis - C-, Tg, G, Keyvamfar, y
MOPCKOTO OKYHs Sebastes mentella u'y eBponeiickoro andoyca Engraulis encrasicholus - A (AnTyxos,
1974, Kupnimunukos, 1987).

Brnm onucaHbl M COMOCTABIEHBI YAaCTOTHI ajlIee MHOTHX nomysuuid. [lomumopdusm
MMMYHOT€HETUYECKUX MPU3HAKOB ObLI1 OOHApYKEH y OoJiee, UeM cTa MPOAHATN3UPOBAHHBIX BUIOB.
[TosToMy HCIIONB30BaHNE UMMYHOTCHETUUECKUX MPU3HAKOB CAEIANIO pealbHBIM T'€HETUYECKHE
UCCJIETOBaHMSI Ha IPUPOIHBIX MOMYJISAIUIX. | TaBHBINA BBIBOJI HA 3TOM 3Talle 3aKIJII0Yaics B TOM, YTO
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TreHO(OHIBI PA3TUYHBIX MTOMYJISIIUNA OTIMYAIOTCS U TOMYJISINH, KaK IPAaBUIIO, HAXOSTCS B PABHOBECHU
X-B. Ognako, B TO)Xe camoe BpeMsi Obl10 00HApy>KEHO, YTO MOMYJISILUU Pa3HbIX BUIOB B IPUPOJIE
HETIOX0XH OJ{HA Ha Apyryto. Hanpumep, y moiocaroro TyHna pa3indus 4acToOT ajjieneid 0OHapyKuiu, HO
TOJBKO B MOIYJISIUAX OTJACJICHHBIX O4Y€Hb OOJBIIMMHU PAaCCTOSHUSMH, TAKUMH KaK pPa3IMYHbIC YYaCTKU
Tuxoro okeana. Torjga Kak reHETUYECKH OTIMYAIONINECS TOMYJISIIHA aHI0yca ObUTH OOHAPYKECHBI HE
TOJBKO B CPABHUTEIBHO OJIM3KUX, HO reorpaduiyecku pa3o0IeHHBIX A30BCKOM 1 YepHOM MOpPSIX, HO
JIaKe B TPeJieiax OTHOCUTEIHHO HEOOIBIIOTO A30BCKOTO MOPS BBISIBIICHA 3HAYUTEIIbHAS T€TEPOr€HHOCTh
4acTOT ajjieniedl U 1axe OblT 0OHApYKeH YHUKaIbHBIN amnens (puc. 4.3.1).

10§ Puc. 4.3.1. I[lpocmpancmeennas
sek UBMEHYUBOCNb 2PYNNbl Kposu A() 6
sl ' Hepecmosvlx cKonjieHusx anyoyca E.
encrasicholus ¢ A306ckom mope
atr Ilo Y-ocu — wacmomur annenei, no X-
g2} ocu - 8bloopku. Paznuyus wvacmom snauumel
e ey v (Tlo Anmyxosy, 1974).
1S 7 g a8 4 A g 43 ] Space variation of blood group A(

in spanning gatherings of anchovy E.
encrasicholus in the Azov Sea (From
Altukhov, 1974).

On Y-axis is allele frequency, on X-
axis are samples.

4.3. AMMYHOINEHETUYECKUE OATUPOBKK 3BONIOLIUN

JlaHHBIE CEKBEHHPOBAHUSI aMHHOKHCIIOTHBIX TIOCJIEI0BATEIIEHOCTEH, KPOME IIPOYEro, HCIOIB3YIOT
JUISL OLICHKHU 3BOJIIOLIMOHHOTO BPEMEHH U MPOSICHEHUS TCHETHYECKUX B3aUMOCBSI3€i1 OpraHu3MOB, XOTS
MOJTYYCHHE CAMUX CEKBEHC JIaHHBIX JUIS MOJHIIETITHIOB BECbMa TpynoeMKo. OrpeienieHue mepBuIHON
HIOCJIEI0BATENbHOCTH HYKIeoTH10B B JJHK MHOTO Jlerde, HO 1 3TO 3aHUMaeT MHOTO BpeMeHH. [1iis
TaKCOHOMHMYECKHX IIeJieil He0OOXOAMMBI U 60Jiee TIPOCThIE METOMBI, & CAMOE TJIABHOE BAYKHBI Pa3IMIHbIC
metonsl (Nei, 1987; Avise, 1994; Avise, Wollenberg, 1997). Onun U3 Takux MoaxoI0B — 3TO
UCTIOJIb30BaHUE HHTEHCUBHOCTH MMMYHOJIOTHYECKON PEaKIIMU MEX/Ty aHTUTEHOM M aHTUCBIBOPOTKOM
Pa3HBIX BHJOB OPTaHU3MOB.

Hauboiee mpocThIM U3 HECKOIBKUX METO/I0B OLEHKH HHTEHCHBHOCTA UMMYHOJIOTHUECKON
PEaKILUH SBJISIETCSI METO/ KOJMUECTBEHHOH (PUKCAllM MUKPOKOMIUIEMEHTA OYMIIEHHOTo Oernka (Sarich,
Wilson, 1966). benok, 00BIYHO HCTIONB3YEMBIH TS TON PeaKIui, — 3TO CHIBOPOTOYHBINA aTbOYMUH
(Champion et al., 1974). Bkpatue nponenypa takosa (puc. 4.3.1).
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MPUHLMMUANILHASI CXEMA OMbITA AN OLIEHKM UMMYHOSOMMYECKUX PACCTOSIHUN
(LD.)

S OunIEeHHBINA

AnpOymHH
°
| AHTUCBIBOPOTKA |
(koHUEeHTpaums)
C1< C2< C3
Kponuk-kponuk Kponuk-oBua Kponuk-nowagb

my6uHa peakuun ¢ C1 = 1.D.1 "mybwvHa peakummn ¢ C2 =1.D.2 my6uHa peakuymn ¢ C3 =1.D.3

Puc. 4.3.1. Ionyuenue u ucnonvzosanue anmucwvigopomxu 0as oyeuxu 1.D. Obvsicuenus 6 mexcme.
Fig. 4.3.1. Obtaining and usage an antisera for I.D. estimation. Explanation in the text.

AHTHCBIBOPOTKY, KOTOPYIO IIPEIOIaraeTcsl HCIOJIb30BaTh, MOMYYal0T UMMYHHU3ALUEH KpOIUKa
OUUILEHHBIM CHIBOPOTOYHBIM &JIbOYMHUHOM OpraHu3Ma, IIpeIHa3Hau€HHOI 0 17151 TECTUPOBAHUS.
[TonmyuyeHHasi aHTUCHIBOPOTKA pearupyeT MakKCUMaJIbHO CHIIBHO € alIbOYMHUHOM, B3SITHIM OT TOTO K€
opraHusMa (rOMOJIOTUYHBINA aHTUI'€H), HO MEHEE CUJIBHO - C aIb,OyMHHOM OpraHu3Ma, IpeACTaBIISIOIIEro
JpyToil BUJ (T€TepOIOTHYHbIN aHTHIeH). KOHIIEHTpaIHsi aHTHCHIBOPOTKHU B OIBITAX COXPAHACTCS
0JIMHaKoBOM. OHAKO €CclIi KOHLEHTPALHUIO aHTUCHIBOPOTKU YBEIHUYUTb, TO PEAKLIUS C FE€TEPOIOrHYHBIM
AQHTUT'CHOM YBEJIMYHBAETCS, BIUIOTH 10 YPOBHS TOMOJIOTUYHOTO aHTUreHa. CTeneHb aHTUTeHHBIX
pa3nuuuii MeXy IByMs albOyMUHAMM U3MEPSIETCsl BEIMYMHOM, HA KOTOPYIO HA/l0 MOJHATh
KOHIIEHTPAIUIO AaHTUCBIBOPOTKH, YTOOBI F€TEPOJIOTMYHBIN aTbOYMUH MPOU3BOANI C HEH TaKyro ke
aKTUBHOCTb, KAK TOMOJIOTMYHBINA anbOyMuH. DTa BETMYMHA MOXKET OBbITh Ha3BaHa MH/IEKCOM HECXO/CTBA
(Index of dissimilarity, 1.D.). IlocpenctBom 3toii peakuuu Capumt u Bunbcon (Sarich, Wilson, 1967)
HoKa3aiu, 4To Jjorapudm /. D. npuOIM3UTEIBHO JIMHEHHO CBSI3aH CO BPEMEHEM JUBEPIeHIIMH MEXTY
TeCTUpyeMbIMU opranuzmMamu. OHu Ha3zBanu BenuuuHy dj = 100 x log10 (/.D.) UMMYHOJIOTHYECKUM
paccrosiHueM. BBISCHUIIOCH, UTO 1T MHOTHX O€lIKOB (aJIbOYMUH, JTH30IIUM, pUOOHYKIea3a u ap.) dj
JMHEHHO CBSA3aHO C JI0JICH pa3IHyaloIUXCsi aMUHOKHCIIOT B X MEPBUYHBIX MOCIEA0BATEILHOCTSIX
(Prager, Wilson 1971; Benjamin et al., 1984). [Ipuunnsl, mouemy dj TOIKHO OBITH CBSA3aHO C JT0JIEH
pa3IMYHBIX AaMUHOKHUCIIOT HE BIOJHE sAICHBI. OJTHAKO YMIMPUUECKUE CBOMCTBA dj OUEHB MOJIE3HbI JUIs
U3MEpPEHUs TEeHETUYECKUX PACCTOSTHUM MEXy BUIAMHU, TaK KAK UMMYHOT€HETHUYECKasi METOIUKa
WU3MEPEHMSI MHOTO MPOIIE, YEM aHAIN3 IEPBUYHON aMUHOKHCIIOTHOM nTociietoBaTenbHocTh. [Io Makcony
u Bunscony (Maxson, Wilson, 1974), ogna enuuuna dj npuMepHO COOTBETCTBYET Pa3IMYHIO B OJHY
aMHHOKUCIIOTY B alibOyMuHe. CBsA3b MEX]y di U BpeMEHEM C MOMEHTa TUBEPreHLUH () MOXKHO BBIPA3UTh
CIIeTyIOIINM 00pa3zoMm:

T = cdj. 4.1)
B 4.1 ¢ — 310 KOHCTaHTa MPONOPIIMOHATBHOCTH, KOTOPAasi BApbUPYET OT Oeska K OeNIKy ¥ YaCTUYHO OT
OJTHOM TPYIIIBI OPraHU3MOB K JIpyroii rpymmne. 3HaueHue KOHCTAHThI ¢, KOTOPOEe ObUIO UCIOIB30BAHO IS
MJIEKOITUTAOIINX,, PENTUINH, aMbuOuii, cocTaBuio 5.5— 6.0 x 105, As OTHIl - 1,9 x 100 (Prager et al.,
1974; Wilson et al., 1977; Collier, O'Brien, 1985). OTu 3HaueHus MOKa3bIBAIOT, YTO CKOPOCTh H3MECHECHHMSI
anp0yMuHa y nTUI ObljIa B TPU pa3a MEHbIIE, YeM Y IPYTHX OPraHU3MOB. XOTS OLEHKa CKOPOCTH
9BOJIIOLIUH Y NITUI] MOKET ObITh U HEBEPHOH, TOCKOJIBKY HCKOMAEMBbIe HAXO/IKH, UCIIOJIb30BaHHbIE JIs
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KaJTHOPOBKH, HE MOTYT CUMTATHCS OUYCHD HAICKHBIMU. B 11€110M Ke eciu MpHU3HaTh, 4TO OOIBITHHCTBO
OTPSZIOB NITUI] BO3HUKJIM OTHOCUTENbHO HenaBHO (Wyles et al., 1983), To paznuune B CKOPOCTH
ABOJIIOIHH ANbOYMUHA Y TITUI] M JJPYTUX UCCIICAOBAHHBIX MTO3BOHOYHBIX MOXKET HCUE3HYTh. [[pyras
BO3MOJKHAs MIPUUMHA ITHX Pa3In4uil OyaeT oOCykaeHa MPU pacCMOTPEHUH 0a3bl JAHHBIX IO
reHeTudeckuM paccrosiausM (['nasa 7).

AnpOyMUH HE MOXKET OBITh UCTIONB30BaH JJISl PEaKIIMH KOMITJIEMEHT-(DUKCcaluu y
Oecmo3BoHouHEIX. [ToaTromy beepnu u Bunbcon (Beverley, Wilson, 1984; 1985), ucnons3oBanu 6eok
reMoIuMQBbI T Uccaen0BaHus (GUIOTeHETUYECKUX B3aUMOCBsI3el pa3nnyHbiXx BUa0B Drosophilidae u B
EJIOM JBYKPBUIBIX. VCTIOMB3ys MH(POPMALIKIO IO UCKOTIAEMBIM HaXO0KaM B sTHTape, 110
KOHTHHEHTaJIbHOMY JApeiidy u GopMUPOBAHHIO OCTPOBOB, 3TH aBTOPHI YCTAHOBHIIM, KAKOBA KOHCTAHTA
IPONOPLUHMOHANLHOCTH 11 Genka reMonuMdsl, ¢ = 8 x 105, Kak BumuM, 5Ta BEIMYMHA TAKOTO HKE
nopsi/iKa, Kak oOHapyKeHHast U abOyMHUHA MIICKOTTUTAIOIINX, PENTIIINN 1 aMpuOnii.

OrneHka BpeMeHH TUBEPreHIINH MTOCPEICTBOM BhIpakeHus 4.1 moaBepkeHa o MeHbIIe Mepe
YeThIpeM Tumam omuook. 1. DkcnepumenTangbHas omnodka. OHa He npeBbiaeT 2% OLEHKH, 1aXe eCln
cama oIleHKa OTHOocHTeNbHO Mana (Sarich, Wilson, 1966). 2. Bropast omnOka BO3HHKAET B CIydae
nonuMop(dHOCTH aHTUTeHa (Oenka) y uccienyemoro Buaa (oB). st OTHaneHHBIX BUIOB BEIHUMHA 3TON
OLIMOKY OTHOCUTENHHO Maja. 3. TpeTuii Tun omMOKM CBsI3aH C TEM, YTO aMUHOKHCIIOTHBIE 3aMEHbBI B
0ETKOBOM aHTUTEHE BO3HHUKAIOT CTOXACTUYHO, a HE IETEPMUHUCTHYHO. JlaHHast ommnOKa T0JKHA C/IenaTh
mucnepcuto dj 6onpliie BenuuuHbl cpenneit. [loaToMy oHa 3HaunTensHO OoJiee CyliecTBeHHa, yeM 1 u 2.
4. DTOT THI OMKOKHU CBA3aH C HEMOJHOW MPOMOPLHUOHATIBHOCTBIO CBSI3U dj C YUCIOM aMHUHOKHUCIOTHBIX
3ameH (Champion et al., 1974). JlaHHBII TUTT OITUOKU MOXKET ObITh HE MEHEE 3HAYUMBIM, Ye€M TPETHUH.

Yacbl IMMYHOJIOTHYECKUX PACCTOSHUMN, TIO-BUUMOMY, HECKOJIbKO MEHEE TOUHBIE, YEM YacChl,
0a3upyronmecs Ha aMUHOKHCIIOTHBIX TTOCIIEA0BAaTENbHOCTAX. TeM He MeHee, TPUMEHEHHE 3TOT0 METo/1a
JTaJI0 MHOT'O BaYKHBIX HAXOJOK JUIS SBOJIIOIIMOHHBIX UCCIIEOBAHUNA. DTOT MOAXO/I, B YaCTHOCTH, ObLI
NPUMEHEH Uil YTOUHEHHS (DUIIOreHeTHUECKUX B3aUMOCBsI3ei 00e3bsH U uenoBeka (Sarich, Wilson, 1966;
1967). l;1s cBOoeTro BpeMeHH pe3yJIbTaThl OKa3aluCh HEOKHTAaHHBIMHU, TTOKa3aB OJIM3KOE POJICTBO
MIMMIIaH3€ U TOPUIUIBI K YeJIOBEKY, KOTOPOTO aHTPOIIOJIOTH OTHOCAT Apyromy cemeiictBy (Hominidae),
4YeM K OpaHTyTaHTy U THOOOHY, ¢ KOTOPBIMU UX OOBEUHSAET OJTHO HOMUHAIBHOE cemeiicTBo (Pongidae).
Bonee Toro, kak otmeuanocs B Jlekiuu 1, AMBepreHIys MUMIIaH3€e, TOPUILIBI M YeJIOBeKa MPOU30IIia
TOJIKO 5 MJIH. JIET Ha3ajl, a He paHee, Kak CUUTAIOCh B aHTPOMOJIOruu. V3 mpumedaTenbHbIX pe3yIbTaToB
CJIEZlyeT OTMETUTh, YTO BU/IbI JIATYILIEK, TPUHAUISKAIIUE K OJHOMY U TOMY K€ POAY, UMEIOT YacTO
MMMYHOJIOTHYECKHE PACCTOSHUSI CPAaBHUMBIE C PACCTOSHUSIMU MEX]Ty MPEACTaBUTEISIMU CEMEUCTB U
JTaxke oTpsaoB miekonuTarommx (Maxson et al., 1975; Post, Uzzell, 1981; Maxson, 1984). K paznuuusm B
TeMIIaX BOJIIOIMH B Pa3HBIX TPYyMIax Mbl emie odpaTumcs nozxke (I'nasa 7). bonbiine paccrosHus,
oOHapy>KeHHBIE Y JIATYIIEK, a TAK)KE Y HEKOTOPBIX Map Apo30(PHIIHI, IPEANONAraeT UX TaBHIOK0
ABOJTIONMOHHYI0 quBepreHuio. besepnu u Bunbcon (Beverley, Wilson, 1984; 1985) onenumnu, uro
JUBEPreHIUs pa3INuHbIX 10ApoaoB Drosophila (nanpumep, D. virilis, D. mulleri) ot rpyniisl BUumoB D.
melanogaster nipousonuia okoyio 60 MITH. JIeT Ha3a/, TOTAa Kak raBaiickue Ipo30(GUInabl OTASIUINCH OT
pona Drosophila oxono 40 miH. et Ha3ax (puc. 4.3.2). Bo3pacr ['aBaiickoro apxumnesnara 1aTHpyeTCs
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Puc. 4.3.2. @unocenemuuecxoe oepeso
Bpemn Aneeprenum PEKOHCMPYUPOBAHHOE HO
120 90 60 30 0 UMMYHO2EHeMmU4eCKUmM paccmosHusimM 0
' cemu 2pynn 0po30¢hubi.

1 "
T T T

+

D. crucigera D . .
. crucigera u D. mimica sensaiomcs
D. mimica Tasatickumu opozoghunudamu, moeoa xax D.
Scaptomyza mulleri u D. melanogaster npeocmasnsiom
G- i KOHMUHEHMATbHBIX dpos*oqbwzu.d Scaptomy?a
—9mo poo, oauskuti k Drosophila. Drosophila,

D. melanogaster

Cochliomyia u Dacus npunaonescam x
=] Cochliomyia paznuunsbim cemeticmeam (Ilo Beverley,
Wilson, 1984).

Dacus Fig. 4.3.2. Phylogenetic tree reconstructed
, ; ; ; \ from immunological distance data for seven fly
160 120 80 40 0 lineages. D. crucigera and D. mimica are
NMMyHomoruyeckoe paccToaH1e Hawaiian drosophilids, whereas D. mulleri

and D. melanogaster are continental
drosophilids. Scaptomyza is a fly genus closely
related to Drosophila. Drosophila,
Cochliomyia, and Dacus belong to different
families (From Beverley, Wilson, 1984).
5-6 MJIH. JIET ¥ IOATOMY MOKHO OBLIIO OBI 0KHUIATh, YTO APO30(HIIBI C STUX OCTPOBOB JTUBEPTHPOBAIIH
OTHOCHUTENILHO HeJaBHO. OJHAKO MMMYHOTEHETHYECKHE TaHHBIC TTOKA3bIBAIOT, YTO TAKUE BUJBI KaK D.
crucigera v D. mimica c I"aBaii nuBeprupoBayii 0koso 20 MiH. jieT Ha3aa. HekoTopeie Ou3Kue TPy bl
MyX AUBEPTUPOBAIH 3/I€Ch Ille paHblie, nopsaka 40 MIIH. JIeT Ha3al, YTO B IEJIOM O0BSICHUMO UCTOpPUEH
ATOTO apXHIIenara, ¢ HECKOJIBKHMH TIOCIIeIOBATEIbHBIMU OJHATHSIMHU M OITYCKaHUSIMH OCTPOBOB B
nocneaane 70 muH. net (Beverley, Wilson, 1985).

4.4. DATUPOBKA 3BOJIOLMN NOCPEOCTBOM AHAJTIU3A NMEPBUYHON
NOCNEAOBATEJIbHOCTUA AMUHOKUCIIOT

B npenpinymnux pasznenax Mbl UMEJH JI€JI0 C HIMMYHOT€HETUYECKUMH PACCTOSTHUSIMH, KOTOPHIS
3aBUCAT OT YHCJIa aMUHOKHUCIIOTHBIX SaMeH_IeHI/Iﬁ B IIOJIMIICIITUAAX U aHTUTECJIaX. 3Ta METOAUKA UMECT
CBOM IIPEUMYIIIECTBA, HO €CTh HEOOXOMMOCTh U3MEPHUTH YUCIIO AaMUHOKUCIIOTHBIX 3aMEH HE TOJIBKO 10
UMMYHOTCHETHYECKUM MapKepam, HO H 10 IPYTUM JIOKycaM, KOJUPYIomuM Oenku. JlanHbie 0 IepBUYHOM
MOCJIEIOBATEILHOCTH AMHUHOKHUCIIOT B O€IKax MOTYT MPEIOCTaBUTh TaKyr0 HH(GOPMAIIHIO.
CekBeHUpOBaHUE OETKOB — ATO OUEHBb TPYAOEMKOE 3aHSATUE U ceifdac MPaKTUIECKH MOTHOCTHIO
3amenieHo Merojgamu cekBenrpoBanus JJHK. Ognako paccMoTpeTh 3Ty HIEOTOTHIO MOJIE3HO, TAK KaK OHA
Oynet BocTpeboBaHa mpu aHanuse quBepreHiuu mo JJHK.

Joast pa3IHYHBIX AMUHOKHMCJIOT M YHCJI0 AMUHOKHUCJIOTHBIX 3aMelleHuil

I/ICCJIGIIOBaHI/Ie I/IBMeHeHI/Iﬁ B IIOJIMIICIITUAHBIX LCITAX HAYMHACTCS C COIIOCTABJICHUA ABYX WA
OOJIBIIIEr0 YMCITa AMUHOKHUCIIOTHBIX MTOCJIEI0BATEILHOCTEH TOMOJIOTHYHBIX OCIIKOB Pa3IMUHbIX
opraam3mMoB. Hanbomnee mpoctast Mepa TUBEPTreHIINN MEX Ty Mapoid MOCIeA0BATEIbHOCTEH aMHHOKHUCIIOT
— 9TO JI0JIA (p) Pa3IUYHBIX aMUHOKHCIIOT MEXKIY ABYMS MTOCIIECIOBATEILHOCTSIMH, C OLICHKOW paBHOM:

pr=nd/n, 4.2)
/i€ 1 — 3TO O0IIee YUCIIO COMOCTABIEHHBIX AMHUHOKHCIIOT, a 11 — YUCIIO Pa3INYaONUXCs aMUHOKHUCIIOT.
Ecny aMUHOKHCIIOTHBIE CATHI 3aMEIIAI0TCS ¢ PABHOW BEPOATHOCTBIO, TO 71 ClIeAyeT OMHOMHAILHOMY

pacnpenenennto. [loaroMy aucrniepcust p” 3a4a€TCA BBIPAKEHUEM:
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V(p™) =p(1-p) /. 4.3)
Korna p Mano, oHa paBHa cpeiHEMY YHCITY aMUHOKHUCIIOTHBIX 3aMellleHni. B apyrux cmyuasx
OTKJIOHEHHS OT CPETHETO MOTYT OBITh BEJIMKH. [[JIsl onpe/ieieHrst 9rciia HyKJICOTHIHBIX 3aMEIISHUH 110
UX J0Jie p, HEOOXOAMMO BBECTH ONPEACICHHYIO MOJIEIb.

Ilyacconosckuii npoyecc. llpocras Maremarruueckasi MOJIeIb, KOTOPast MOXKET OBITh
MCTIONb30BaHA /ISl CBA3BIBAHUS C OKUAAEMBIM YHCIIOM aMUHOKHUCIOTHBIX 3aMEIICHUI Ha CAlT — 3TO
[lyacconoBckuii nponecc B reopun BepostHocten (Nei, 1987). Ilyctsb A SBASIETCSI CKOPOCTHIO
AMUHOKHCIIOTHBIX 3aMEIIEHUH B TOJ ISl HEKOTOPOTO aMHUHOKHUCIIOTHOTO CaiiTa; JOMYyCTUM TaKKe s
MPOCTOTHI, YTO A OJTUHAKOBO JUISI BCEX CANTOB. DTO JMOMYIICHHE HE 0053aTEIHHO BBITIOIHSACTCS B
pealbHOCTH, HO OIIMOKA OT TAKOTO JAOMYIIEHUsI HEBEIHNKA, €CIIM pacCMaTpUBaeMblil BpEMEHHOM O0Tpe30K
HE SBJSICTCS O4YeHb OonbIiM. CpeHee YUCIIO aMHHOKHUCIIOTHBIX 3aMEIICHU Ha CAlT 3a MepHo.T BPEMCHH
{ TOTJIa COCTABUT Af, @ BEPOSITHOCTH 7 TIOSBIICHUS] aMHUHOKHUCIIOTHBIX 3aMEIIECHUI B OMPEICTICHHOM caiiTe
3anaercs cienayromuM [TyaccoHOBCKUM paciipeieIeHueM:

Pr(t) =e-At A0t /v! “44)
[ToaToMy, BEpOATHOCTH TOTO, YTO HE CIIYUUTCS HU OJJHOTO 3aMEILIEHUs B ONpEACIEHHOM CaiiTe paBHa
Py(t)=e-At. Takum 00pa3oM, €CIIH YHUCIIO AMUHOKHUCIIOT B MOIMIIENTHIE - ECTh /1, TO 0KUIAEMOE YUCIIO
HEM3MEHEHHBIX aMUHOKHMCIOTHBIX CATOB COCTaBUT ne-Al. B 1eCTBUTENLHOCTH, Y NPEAKOBOTO BUA
YUCJI0 aMUHOKHCIIOT B TIOCJIEIOBATEILHOCTH OOBIYHO HEU3BECTHO U MOATOMY BhIpakeHHe (4.4)
HENPUMEHNUMO. UHCII0O aMUHOKHUCIIOTHBIX 3aMEIIeHU B 0OBIYHOM MPAKTUKE BHIYUCIISETCS HA OCHOBE
CPaBHECHHS JIBYX PA3IMYHBIX OPTAaHU3MOB, KOTOPBIC TUBEPTUPOBAIIH ¢ JIET Ha3ad. [I0CKOIbKY BEpPOSTHOCTD
TOT0, YTO HH OJHON AMMHOKHUCIIOTHOM 3aMeHBI He IIPOU30MIET 3a ¢ JIeT paBHa e-Al, BEpOATHOCTS (), 4TO
HU OJIMH U3 TOMOJIOTUYHBIX CAWTOB JIBYX MOJIUIIENITHAOB HE TIOJJBEPTHETCS 3aMEIICHUIO COCTABUT:

q = e-241, 4.5)
OTa BEepOATHOCTh Ha MPAKTUKE MOKET OBITh OlLIEHEHA Kak ¢” = [ - p™ = nj / n, TA€ nj — 3TO YHUCIO
MIEHTHYHBIX AMUHOKMCIIOT MEXKIy JByMsl IIOJIUNENTUAaMU. PaBeHCTBO g = e-2Af sBnseTCca MPUMEPHBIM,
MIOCKOJILKY OOpaTHBIC U MTapaJlUIelIbHBIC MyTAIMH B pacdeT He mpuHUMaroTcs. OmHako 3P PeKT ITHX
MyTanuii 0ObIYHO BEChbMa HEBEIUK, 0 TOW MOPHI MOKa HE paCCMATPUBAIOTCS OYCHD JITTHHHBIC BPEMEHHBIE
OTpPE3KH.

Ecnu ucnons3oBats popmyiy (4.5), obIiee 4rMcio aMUHOKUCIOTHBIX 3aMEIICHUN HA CalT Jis

JBYX MOJUNENTHI0B (d=2 At) MOXKET OBITh OLIEHEHO KaK:
d" =-logeq™. (4.6)
[ToaTOMY, €ci U3BECTHO £, TO A MOXKET OBITh OLIEHEHO Kak A" = d”/ (2t). Hao0opoT, ecii u3BECTHO 4, ¢
MO>KHO OIIEHUTH U3 COOTHOIICHUS 1" = d”/ (24).
OcHoBHas BBIOOpOYHAs AUCTIEPCHS d COCTABJISET:
V(") =[dd/dq|2 * V(g) =(1—-q)/qn, 4.7)
Tak kak V(g”) = q(1 — q)/n (Elandt-Johnson, 1970). OueBunHo, uro aucnepcus A" u t* 3amaercs Vd"
/(2t)2 u V(d")/(22)2, COOTBETCTBEHHO.

CrnenyeT OTMETHUTb, YTO €CJIM YUCIIO AMUHOKHCIOTHBIX 3aMEIICHHM ISl BCEX CATOB aMUHOKHCIIOT
W3BECTHO, TUCTICPCHUS YHCIIa aMUHOKHCIIOTHBIX 3aMEIIEHUH Ha CalT J0oJbKHA ObITh pu [TyaccoHOBCKOM
nporecce 24t/ n (aucniepcusi paBHa cpeHEMY 3HaueHuI0). Ha mpakTuke, o JHaK0, HEBO3MOXHO 3HATh 3TH
Yyucia, MOATOMY MPUXOIUTCS OIICHUBATH d yepe3 BeipaxeHue (4.6). A mockoiabKy (4.6) OCHOBBIBAETCS Ha
HEMNOJTHOM nH(popManuu 00 aMUHOKHCIIOTHBIX 3aMeIIeHUsX, (4.7) maeT qucnepcuio 0OMbIIyIo, yeM 241/ n.

B onucaHHBIX BBITIE BRIKIIAAKAX, TPEIITOIATAIOCh PABEHCTBO AMHUHOKHCIIOTHBIX 3aMEIICHUN JTS
Bcex caiToB. OJTHAKO 3TO JOMYIIEHUE HE COOTBETCTBYET IKCIIEPUMEHTATIBHBIM (DaKTaM, TOCKOIBKY
XOpOILLIO U3BECTHO, UTO CKOPOCTh 3aMEIEHUH BhILIE B (YHKIIMOHAIBHO MEHee 3HaunMbIX caiitax (King,
Jukes, 1969; Dickerson, 1971; Dayhoff, 1978; Nei, 1987). bsiiio moka3zaHno, 4To B A€MCTBUTEILHOCTH
YHUCJI0 AMHHOKHCIIOTHBIX 3aMEIICHUH UMeeT OOJIBINYI0 JUCIICPCHIO, YEM ITO OKUIAACTCS TIPH
[Tyacconosckom mpouecce (Fitch, Margoliash, 1967b; Uzzell, Corbin, 1971). XoTs, Beipakenue (4.6)
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SIBIISIETCS JIOCTATOYHO POOACTHBIM M MPUOJIU3UTEIHHO BBITIOTHACTCS, JAXKE €CITH CKOPOCTh 3HAYUTEILHO
BapbHUPYET OT caiiTa K caifTy. B 3ToM MO>XKHO yOeauThCs, paccMaTpuBasi MpeeNIbHbIN cllydaid, Korjaa 10Jis
@ aMUHOKUCJIOTHBIX CAMTOB SIBJIIETCS HEM3MEHHOM, a 10714 1 - a pacnpenenena no 3akony [lyaccona.
Oxugaemas 1071 UIEHTHYHBIX AMMHOKHUCIIOT ISl 3TOTO Cllyuas 3ajaeTcs Kak ¢ = a+(1 - a) e-2AL,
Hcxoas u3 3Toro BeIpaxeHus!, O4eBUIHO, YTO d = -loge ¢, CTPOTO TOBOPS, HE SBISETCS TMHEHHBIM BO
BpeMeHd. OTHAKO Pe3yJIbTaThl MOACIUPOBAHUS MTOKA3BIBAIOT, YTO d MPUMEPHO JIMHEWHO, Koraa 2Af <= 1
(puc. 4.4.1). Cneayer 3aMeTUTh, uTo Koraa 24t << 1, To e-2At = 1 - 2)t. Tloatomy, d = -loge[1 - 2(I - a)
At]. Tak xak (I-a) A sBAsSIETCSA CPeAHEH CKOPOCTHIO ( 4) aMHHOKHUCIIOTHBIX 3aMEIIEHUH I BCEX
AMUHOKHCIIOTHBIX CalTOB, TO d MOKET OBITh 3amicaHo kKak 2 At. IMeHHoO, Korza A BapbupyeT MexXIy
aAMHHOKHUCIIOTaMH, TO Bce PaBHO d = 2 A ¢ BBINOJHSETCSA 10 TEX MOp, MOKa 2 A f BEIHUKO.
2 Tak xak 3T0 ObUTO C(HOPMYIUPOBAHO,
MPEIOJIaraioch, YTO COMIOCTABICHHBIE AMHUHOKUCIOTHBIC
S MOCJIEI0BATEILHOCTH UMEIOT OJJUHAKOBOE YUCIIO
P AMUHOKHCIIOT U YTO JIMBEPTCHIIHS MKy HUMU
OCYIIECTBIISICTCS TOJIBKO MyTEM 3aMeIIeHUH (3aMeH).
o OpHako Kor/ia CpaBHUBAIOTCS OTJAIICHHO CBSI3aHHBIC
MOCJIEI0BATEIHHOCTH, BOBJICUEHBI TAK)KE BCTAaBKU
1 (uHCEpIUN) U Aenenuu. B 3ToMm cirydae Heo0X01uMo
MepBOHAYAIbHO UIEHTU(UIIUPOBATH BCTABKU U JCJICLUU.
Korna 4ncno 3Tux u3MeHeHH HEBEINKO, KaK B TIpUMeEpe,
KOTOPBIN OyneT paccmoTpeH B [IpakTudeckom 3aHatun 4
a=05 | (1. 4), 5T0 MOXKEeT OBITh CJIeJIAHO OTHOCUTEIIBHO JIETKO.
Korma xe 4icio BcTaBOK U €€l OTHOCUTEILHO
BEJINKO, BhIPAaBHUBAaHNE AMUHOKHCIOTHBIX

0 : , MOCIE0BATEIBHOCTEN JOBOJIIBHO TPYA0EMKO. [IoCKOIBKY
0 1 3Ta npoOiemMa Hanbosee cepbe3Ha MpU CPaBHEHUH
3HaueHue 2it nocnenosarensHocrer JIHK, a cama npoGiema moutn
Puc. 4.4.1. Bausnue neusmennocmu UICHTUYHA JJI5 IBYX THUIIOB JaHHBIX, TO €€ 00CYKICHHE
AMUHOKUCTIOM HA OYCHKY AMUHOKUCIOMHLIX — Oy[eT MPOBEAEHO IPH aHAIM3€E MEPBHYHBIX
3ameweruil (d); a — 001 HeusMeHeHHbIX nocaenoBarenbHocTeit JTHK.
amunokuciom 6 noaunenmuoe (Ilo Nei, MaTpuua AMMHOKHCJIOTHBIX 3aMelleHn i
1987). [IpencraBnennslii Boie [lyaccoHoBCKui mporiecc,
Fig. 4.4.1. Effects of invariable amino acids ~ kax MOJemb I OLIEHKH YKMCIIa AMAHOKHCIOTHBIX 3aMEH,
on the estimate of amino acid substitutions JlaeT BIIOJIHE TOUHBIE OIIEHKH, €CIIM pacCMaTpUBaeMOe

(d); a, proportion of invariable amino acids ~ >BoMIONMOHHOE BPEMSI OTHOCHUTENILHO MAJIO.

in a polypeptide (From Nei, 1987).

Ha Gonee mMpoTsHKEHHBIX OTPE3Kax BPEMEHH HEJNb3s UCKITFOUNTh, KAK OTMEUYAJIOCh, BIMSHUS BO3BPATHBIX U
napajuIeNbHBIX MyTalluil ¥ MO3TOMY pacnpenenenue [lyaccona Oymer qaBath HEJOOIEHKY YMCTa
3amenieHuil. HepaBHasi CKOPOCTh 3aMEH IO Pa3HBIM aMUHOKHCIIOTHBIM CaliTaM Takxke OyJeT 100aBIIsATh
HETOYHOCTb MOJTYYaeMbIX OLEHOK. YTOOBI Iipeo1oneTh 3TH TpyAaHoctu Ipiixodd ¢ coaropamu (Dayhoff
et al., 1978) mpennoxxuiv Tak Ha3pIBaeMbIi MeTO T MaTpUIlbl AMUHOKHMCJIOTHBIX 3aMelleHu i, KOTOPBIH
OCHOBBIBAETCSI HA YHCIIE aCCHMIIMPOBAHHBIX ToueyHbIX MyTanwii (PAM -accepted point mutations).
Jetanu aToro moaxoaa MoxkHo HaiiTh B MoHorpaduu Hes (Nei, 1987, pp.45-46).

4.5. MIPAKTUYMECKOE 3AHATUE 4

[IpenmnonaraeTcst pacCMOTPETh YETHIPE OCHOBHBIX BOIIPOCA.
1. 3akon Xapau-Baiin6epra (X-B): [ToBropenre ¢GopMyTHpOBKH M YUCIEHHBIE TIPUMEPHI.
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2. X#u-KBaJpar TeCT ISl OLEHKH COOTBETCTBHS HAOIIOAaEMBIX M O’KUIAEMBIX M3 COOTHOIICHUS X-B
yucaeHHOCTel reHoTunoB. OneHnBanue cranaapTHoi omuoku (SE) wactor u3 Beipakenus (4.3) u
TeTepOreHHOCTH YaCTOT aJUIeIel TECTOM XH-KBaJparT.

3. ITaket nporpamm: SPECSTAT. Pa3zo0Opath uncieHHble IpUMEPHI U1 TECTUPOBaHUs 3aKkoHa X-B n
FeTEepOreHHOCTH YacTOT aJulesie.

4. ITpoBecTu pacyeTbl BEIUUUHBI d" 11 YETHIPEX BUIOB I03BOHOYHBIX MO IEPBUYHBIM
MOCJIEI0BATEIBHOCTSM ¢ TEMOTJIOONHA.

Pucynok 4.4.2 noka3siBaeT aMUHOKHCIIOTHBIE MOCJIEI0BATEILHOCTH ¢ LIENU TeMOTI001Ha
YesoBeKa, JIomman, Obka 1 kapna. Llenb reMorno61MHa MIEKONUTAIOLINX COCTOUT U3 141 aMUHOKHCIIOTHI,
a y Kapna reMorjo0uH npezcrasiieH 142 amuHokucnotamu. ComocTaBlIeHUE 3TUX MOCIE10BAaTEIbHOCTEN
Hperoiaraer, 4To AeJIeMU WIK BCTAaBKH NMPOU3OILIH B TPEX MOJOKEHUSX I10CIIE AUBEPTreHIINN
MJIEKOIIMTAIOUINX OT pbI0. Ecii MBI UTHOpUpPYEM STH JENEUH/BCTaBKH, TO JOJIS PA3INIHBIX
aMHHOKUCIIOT (p”) ¥ OLIEHKA YKCla aMUHOKHUCIOTHBIX 3aMEIIEHUH JUTsl KayKAO0M Mapbl OpraHu3MOB MOTYT
OBITH TIPEJICTABJICHBI, Kak 3TO JaHo B Tabnwuie 4.4.1. Hanpumep, B ciiydae 4eoBeka u Kapra p” =
68/140=0.486, a d" = -loge(1 - p™) = 0.666. Jucnepcus d” pasHa V(d")= 0.486/(0.514 x 140) =0.006754,

a cragjapTHas ommnoka, coorBeTcTBeHHO - 0.082.

Yenoeexk VLSPADKTNVKAAWGKVGAHAGEYGAEALERMFLSFPTTKTYFPHF-DLSHGSAQVKGHG

Jlouwaob VLSAADKTNVKAAWSKVGGHAGEYGAEALERMFLGFPTTKTYFPHF-DLSHGSAQVKAHG
Buix VLSAADKGNVKAAWGKVGGHAAEYGAEALERMFLSFPTTKTYFPHF-DLSHGSAQVKGHG
Kapn  SLSDKDKAAVKIAWAKISPKADDIGAEALGRMLTVYPQTKTYFAHWADLSPGSGPVK-HG

Yenosex KKVA-DALTNAVAHVDDMPNALSALSDLHAHKLRVDPVNFKLLSHCLLVTLAAHLPAEFT
Jlowaos KKVA-DGLTLAVGHLDDLPGALSDLSNLHAHKLRVDPVNFKLLSHCLLSTLAVHLPNDFT
bwix AKVA-AALTKAVEHLDDLPGALSELSDLHAHKLRVDPVNFKLLSHSLLVTLASHLPSDFT
Kapn  KKVIMGAVGDAVSKiDDLVGGLASLSELHASKLRVDPANFKILANHIVVGIMFYLPGDFP

Yenosexk PAVHASLDKFLASVSTVLTSKYR
Jlowaoo PAVHASLDKFLSSVSTVLTSKYR

bwix PAVHASLDKFLANVSTVLTSKYR
Kapn ~ PEVHMSVDKFFQNLALALSEKYR

Puc. 4.4.2. Amunokucrommusie nocie0o8amenbHOCMU 8 & Yenu 2emMo2io0uHa Yemsuipex U008
NO360HOUHBIX. AMUHOKUCIOMbI NPEOCMABIEHbL NEPBLIMU OYKEAMU UX AHSIUUCKUX HAUMEHOBAHULL.
Yepmouku ommeuarom nozuyuu oeneyuii uiu ecmasox (Ilo Nei, 1987).

Fig. 4.4.2. Amino acid sequences in the a chains of hemoglobins from four vertebrate species. Amino
acids are expressed in terms of one-letter codes. The hyphens indicate the positions of deletions or
insertions (From Nei, 1987).
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Tabnuua 4.4.1. Y1cno aMUHOKUCITOTHBIX pasnuyuni (Bbille guMaroHanv) Mexay a uensiMv remornobuHa
yernoBeka, nowaaun, boika 1 kapna. Jeneunn n BCTaBkM Obinv UCKNIOYEHbI U3 NogcyeTa; obLuee Yncno
MCMOSIb30BaHHbIX amuHokMcnoT coctaBuro 140. Lindpbl B ckobkax MnokasbiBaloT AOMN Pa3fnYHbIX
amMuHokmcnoT (p?). 3HayeHus, NpUBEAEHHbIE HIDKE OMaroHany — 370 OLEHKN CpeaHero Ymicna
aMMHOKMCINOTHBIX 3aMeLleHni Ha canT ansa nap sugos (d”) (Mo Nei, 1987).

Table 4.4.1. Numbers of amino acid differences (above the diagonal) between hemoglobin a,
chains from the human, horse, bovine, and carp. Deletions and insertions were excluded from
the computation, the total number of amino acids used being 140. The figures in parentheses
are the proportions of different amino acids. The values given below the diagonal are estimates
of the average number of amino acid substitutions per site between two species (d*) (From Nei,
1987).

Opranusm Yenosex Jowaoe buik Kapn
Yenosek 18(0.129) 17(0.121) 68(0.486)
Jowaow 0.138 £0.032 18(0.129) 66(0.471)
buvik 0.129 £0.031 0.138 +0.032 65(0.464)
Kapn 0.666 +0.082 0.637 +£0.080 0.624 +0.079

Jannbie Tabnumst 4.4.1 moka3sIBaroT, 4To d” BechbMa OJIM3KO IS Tap BUOB MIICKOMUTAIOIINX,
TOTJa KaK I Kapria ¥ 9TUX BHJIOB 3HAYCHHS d” 3HAYUTEIHHO Oobiie. [Togo0HbIe pa3mndus
COTJIACYIOTCS C TEM, YTO YHCIIO aMUHOKHUCIIOTHBIX 3aMEH MPUOIU3UTENHHO MPOMOPIMOHAIBHO BPEMEHU
MIPOIIEIIETO C MOMEHTA IUBEPTEHIINM; JIJIs YeTIOBEKa, JIOMIaA U ObIKa — 3TO MOPsAKA 75 MITH. JIET Ha3a,
a 175 Kaprna (KOCTUCTBIE PhIObI) U MIIEKOMUTAIOMUX — 3T0 0Koio 400 miH. et Hazan (puc. 1.2.2, I'naBa
1). Cpenusiga BenuuuHa d” A Tpex map BUI0B MiekonuTaromux pasHa 0.135, Toraa kak ajis 3TUX Tpex
BUJIOB U KapIa COOTBETCTBYIOMIAs BeinnunHa coctaBuia 0.642. CooTHOIIEHNE 3TUX BEIMYUH OIU3KO K
COOTHOIICHUIO BPEMEHHU JTMBEPTEHITUH.
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rJ1ABA 5. BUOXUMUNYECKAS TEHETUKA
MABHbIE BOINPOCHI:

5.1. BBegeHne B meToabl aHann3a naMeH4YnMBoCcTU Oenkos.
5.2. l'eHeTnyeckasa nHTepnpeTaumsa n3aMeH4InBoCTN GENKOB.
5.3. eHeTHKa N30(epMEHTOB.

5.4. 9Bonouna perynauumn reHoma.

5.5. MPAKTUYECKOE 3AHATUE 5.

PE3IOME

1. U30depMeHTE, @ TOUHEE aJUI03UMBI SBJISIOTCS OYSHb XOPOIIMMHU MapKepaMy T€HOTUITHYECKOM
aJUIeNbHON U3MEHYMBOCTH.

2. Dkcmpeccust PepMEHTHBIX JIOKYCOB OOBIYHO KOJJOMUHAHTHASI.

3. Ilo anno3uMHBIM JIOKycaM OOBIYHBI MHOKECTBEHHBIE aJLJICIIH.

4. HacnenoBanue aJljio3MMHON M3MEHYMBOCTU IIpocToe Menaenesckoe. [1o aTuM npusHakam, Kak
MIPaBUJIO, BBITIOJIHSIETCS 3aKOH Xapau-BaiinOepra.

5. I30(hepMEeHTHI ABISAIOTCS HAWITYUIIMMU MapKepaMu JJIsl HCCIIEIOBAHUS TKAHEBOH aKTUBHOCTH T'€HOB.
6. M30(hepMeHTHI NO3BOJISAIOT UCCIIENOBATh BPEMS AKTUBALIMU T'€HOB B OHTOTE€HE3€ U T€HETHUECKUE
HOCJEACTBHS UX PaOOTHI.

Chapter 5. BIOCHEMICAL GENETICS

SUMMARY

1. Isozymes or rather allozymes are very good markers of intra loci or allelic variability.

2. Expression of enzyme loci is usually codominant.

3. Multiple alleles are common for allozyme loci.

4. Inheritance of allozymes is simple Mendelian. H-W law is normally held in nature for these traits.
5. Isozymes are the best markers to detect tissue activity of genes.

6. [sozymes permit to investigate time of gene activation and consequences for turn on the genes in
ontogenesis.

5.1. BBEOEHUE B METOAbl AHAJIIU3A UBMEHYUNBOCTU BEJIKOB

buoxumuyeckasi reHeTHKa poAuiiach MepBOHAYAIBHO, KaK 00J1aCTh OMOXUMHUH MPUMEHUTEITHEHO K
MUKpPOOpraHu3MaMm, BKIItoUas U uccieqoBaHus Apoxckeil B cepenune 1940-x. OqHako mosxe, C
BHEJIPEHUEM B HEE€ METOO0B T’MCTOXUMHH, OypHOE HaIlpaBICHUE MOy4Ia OMOXUMHYECKasi TCHETHKA
npupoaHbIX onyssiuid. C cepenunbl 1960-x ronos, B Teuenue 30 et Habmoaancs Oym UCCIIeIOBaHUN B
3To# oOmactu. Celuac aKIEHThI CMECTUINCH Ha MeToauku aHanu3a JJHK, Ho ananu3 OelKkoB, Kak
MapKEepOB T€HOB HE yTPaTUJI CBOEH aKTyaJlbHOCTH U JA€T OYEHb MHOT'O aHAJUTUYECKUX BO3MOXKHOCTEH.

HmeeTcss MHOKECTBO METO/IOB /ISl KCCIICIOBAHUS OCIKOB M OLICHKH MX M3MEHUYMBOCTH:
xpomarorpadusi, refab-QUIbTpaIus, OCaKISHNE YIbTPACHTPU(GYTHPOBAHUEM | JIpyTHe. | TaBHBIM U
Haubosee YyBCTBUTEIbHBIM, OJIHAKO, OCTAETCs 3TEKTpodope3 OEIKOB B rejie ¢ MOCIeAy MM
TUCTOXHMHMYECKUM OTPEETICHIUEM UX JTOKATU3alUi U aKTUBHOCTH.
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Cucremsl 21ekTpogdopesa

[Tate u3 20 HaubosIee pacIpOCTpaHEHHBIX AMHUHOKHUCIIOT, COCTABIISIONINX OCNIKH, HECYT
ANEKTPUUECKUI 3apsi. 3apsi TaKUX aMHHOKHUCIIOT, KaK apTUHHUH, TUCTHIMH U JIM3HH SBJSICTCS B HOPME
MOJIOKUTENBHBIM, TOT/Ia KaK Y aClapariHOBOM M MTyTaMHUHOBOM KUCJIOT — OH OTPULIATEIbHBIN.
Paznuanbie 6€TKM IMEIOT OTIIMYAIOIINIACS CyMMAapHBIN 3aps/] B CHIIY TOTO, YTO TPEACTABICHBI
pa3IMYHBIMH Ha0OpaMU aMHHOKHCIIOT B CBOMX MOCIEA0BATEIBHOCTAX. DIEKTPoope3 UCTIOIB3YET ITO
(U3UKO-XUMHYECKOE CBOMCTBO OEIKOB ISl pa3/iefieHrs UX cMeced Ha ocHoBe 3apsiaa. Eciau mo mokycy,
KOAMpYIOIIeMy OeloK, OOHApYyKUBAIOTCS aJUIeTIbHbIC PA3IMYusl, TO CYMMapHBIN 3apsij MOJUIICTITUAA UITH
Oemnka, TETePMHUHUPYEMOTO UMH, YacTO TakkKe oTiudaeTcs. [ eneBblil aaekTpodopes OeKoB MO3BOISIET
00HAPYKUTh TaKHe aJuIeTbHbIC PA3THUHSL.

MeTtouka reneBoro aekrpodopesa J0BoIbHO npocta (puc. 5.1.1). B rens (00braHO
KpaxManbHBIA WK nonuakpuiaamMuaneiil, [IAI') BHOCSTCS 00pa3ibl 6€TKOB, M B KOHCTPYKIIHIO MTOJAEeTCS
MOCTOSTHHBIN TOK. OOpasIipl OEIKOB MPEICTABISAIOT COO0I MX BOIAHBIE PACTBOPHI, OJTYUYCHHBIC
9KCTPaKIUE U3 OTJENbHBIX TKaHe! (MBIIIIIbI, IEUYEeHH, IIOYKHU U T.J.) WIH U3 LIEJIOTO OpraHu3Ma, €clid €ro
pasmep Masl. MoryT, HaKOHeI], HCTIOJIb30BATHCS TOTOBBIE OPTaHU3MEHHBIE PACTBOPEI, TAKUE, HATIPUMED,
KaK CBIBOPOTKA KPOBH. DKCTPAKIIUIO YACTO MPOBOST C UCTIOIB30BaHUEM Oy(hEepHBIX PAaCTBOPOB C HU3KOM
MOHHOM critoi 1 pH O1M3K0# K HEHTpaIBbHOM, C T00aBKaMu CTa0MIN3aTOPOB XUMHUYECKUX CBSI3€H U HE
MOHHBIX JieTepreHToB. O0pa3iibl 0OBIYHO BHOCST B I'ellb, CMOUMB OEJIIKOBBIM PACTBOPOM CHEIHATBHYIO
¢unpTpoBaNIbHYO0 OyMary (BarMaH) wi B cityyae [TAI" — nunetkoid. OObIyHO B resb BHOCHTCS 25-50
00pasmoB, xoTs Ha puc. 5.1.1 mMoka3zaHO TOIBLKO BOCEMb.

Metoauka 3meKkTpodopeza OCHOBBIBACTCS HAa MOHU3AIMU MOJIEKYJ B Oy(epHbIX pacTBOpax M UX
JBIDKEHUU B 3aBUCHUMOCTH OT 3apsja K aHoay (+) win katony (-). B HeHTpanbHBIX WK CI1a00IIETOYHbIX
Oydepax, KOTOpbIE Yallle BCEro UCHOIB3YIOTCS IS SIEKTpodopesa, O0IbIINHCTBO OEIKOB, HOHU3UPYSICh,
MPUOOPETAIOT MOJOKUTENBHBIN CYMMapHBIN 3apsiji ¥ O3TOMY JBUTAIOTCSI B CTOPOHY aHO/IA.

JyEIN A0 DApE G ﬁen“g}paw“ Puc. 5.1.1. Hpunyunuanvuas cxema snekmpoghopesa 6
| eere.

Obpas3ybsl benka nocie IKCMpaKyuu U3 mrKaHeu
(mbliiya, neyensv) nomewaromes 6 IyHKu 6 2ene. Ilocne
nooauu nocmosinHo2o moka (-, “+”’) monexynvl
benxos osuzaromces, 0opazys gpaxyuu 66Uy pasiuyull
3aps008 moexkyn. Ppakyuu 00bIYHO BUOHBL MOJILKO
nocie 3agepuierus s1eKkmpoghopesa u npogeoeHus
cneyuguuecko20 OKpauueaHusl.

Fig. 5.1.1. General scheme of electrophoresis.

Protein mixture (specimen) is extracted from
tissue such as muscle or liver. Specimen from each
individual is introduced one by one to gel by soaked
filter paper inserted in slots. Different forms of a
particular protein often move different distances from
the point of applications when electric current (“-*
and “+7) is applied because they have different
charges. The bands are identified later by a specific
staining.

B Onoxumu4eckoil reHeTHKe 3JIeKTpodope3 MPOBOIAT C UCIIOIH30BAHUEM Pa3IMYHBIX HOCUTENeH. Yarie
BCET'0 UCIOJIB3YIOTCS YIIOMSAHYTHIE KpaxMaibHbli renb U [TAT', a Takxke arapo3sslil reiu. Pexe
UCIIOJB3YIOT KapOOKCHMETHIILIEIUTIONO03Y, 1€30KCUITHIIAMUHOATUIILIEIIIION03Y U ClielnaIbHyo Oymary.

MaxkpoMoJIeKy bl pa3IeIIsioT Yalle BCEro B COOTBETCTBUU C UX CyMMAapHBIM JIEKTPOCTaTHUECKUM
3apszoM, mpuodperaeMoM B OydepHom pactBope (Oydepe), Ha KOTOPpOM H3roToBIsIeTCs rennb. Hocurens
TaKKe MOYKET CIYXHUTh B KaUeCTBE MOJIEKYJISIPHOTO CUTa, Pa3elisisi MaKpOMOJIEKYJIbl B COOTBETCTBHH C MX
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MOJIEKYJISIpHOU Maccoit. OcobeHHOo 3 dexTuBeH B 3TOM oTHOIICHNH [TAT, Tak Kak 3TO HCKYCCTBEHHBIN
MOJIUMEP U Pa3MEPHI €ro MOP MOKHO TUIAHUPOBATh, BAPbUPYS KOHIICHTPAIIMIO MOHOMEPHBIX
KOMITOHeHTOB. CyIIIeCTBYET JIBa TJIaBHBIX TUMA AnekTpodopesa: (1) HenpepsIBHBIN U (2) pephIBUCTHIA. B
MEPBOM THUIIE, KOMIIOHEHTHI Oydepa SBIAIOTCS OAMHAKOBBIMU JJIS TeTsl, a TAKXKe AJIs KaTOJAHOM M aHOJAHOMN
qacrtel anekTpodopeTndeckoil cuctemMbl. Bo BTopom ture, coctaB 0y(epHBIX paCTBOPOB U HX
KOHIICHTPAIUSI MOTYT OBITh Pa3IMYHBIMU B Telle U 3JEKTPOIHBIX oTcekax. Uto Takoe 0ydep? bydep — ato
CIIEIUAILHBIN pacTBOP (JEKTPOJIUT), B COCTAB KOTOPOT'O BXOISAT JIBa KOMIIOHEHTA, OJUH — CUJIbHAS
KHCJIOTa, IPYTOil — ciaboe OCHOBaHWE WM Ha000poT. YacTo 06a KOMIIOHEHTA — KUCJIOTa U OCHOBAHUE HE
SIBIISTIOTCSI CHUTBHBIMH. J[71s1 mprMepa, n3 MHOXkecTBa OydepoB HazoBeM Tpu: Oydep Tpuc-HCI, 6opaTHbIit
H3BOs- NaOH 6ydep u tpuc-uutpaThslii 6ydep. Tpuc — 310 nonyssipHoe B OMOXUMHUHM OCHOBaHHE (TpHUC-
OKCHMETHUJI aMUHOMETaH ).

I'mcroxumuyeckoe OKpamiMBaHue MAKPOMOJIEKY.JT

[Tocne anexkrpodopesa CTOUT 3a7jaua KaKUM TO IyTEM BU3yalIU30BaTh PACIONIOKEHHUE B reje
OENKOB WM JPYTHUX MAaKPOMOJIEKYJ, €CITU OHU UCCIIEOBAIUCH, IIOCKOJIBbKY MOAABIISIONIEE YUCIIO
MaKpOMOJIEKYJI OECIIBETHBI WJIM HAXOAATCS B HU3KMX KOHIIEHTPAIMX, YTOOBI UX MOYKHO OBLIO BHJIETD.
MeTouK1 THCTOXUMHYECKOTO OKpaITUBAHUS TO3BOJISIOT 3TO cAeNaTh. IMEIOTCs TpH THIa TaKUX
peaxmmii: (1) crienuduyueckoe OKpalIMBaHnue Ha ONPEIEICHHBIA THII MAKPOMOJIEKYJ, (2) crienududeckoe
OKpalllMBaHUE Ha OMPEEICHHYIO TPYIIy paaukaia B 6enkax u (3) okcuaopeayKTa3zHas
(mermmporeHasHas) peakuus GepMeHTa ¢ UCIIOIB30BaHUEM CieHUIecKoro cyocrpara.

(1) B peaknusix mepBoro TUIia UCMONB3YIOTCS CIICIM(PUISCKHAE KPACUTEITH IIIUPOKOTO CIIEKTPA.
Hanpumep, Bce 6enku okpammpatorcss AmugouepusiM — b (Amido Black-B) unn Kymacu roixy6sim
(Comassie Blue). IHK okpamuBaercs Llutoopcennom (Cytoorsein), MetunenoBbim cuauM (Methylene
Blue) u np.

(2) Bropoii Tum — 370 cnienuduueckoe OKpanmBaHue, KOTOPOE MO3BOJISET BBISBISATh
OTIpeieIeHHbIe XUMUYECKUe TPYIbI B Oenkax. C MOMOILIbIO 3TOW PeaKlUy OKpPAIIMBAaHHUS MOXKHO
BBISABIIATH 9 win 6osee rpynm. Cpeau HUX Takue Kak: 1) aMUHOTPYMIBI KOHIIEBBIX alb()a—aMHUHOKHUCIIOT,
2) KoHILIeBbIe U OOKOBBIE KapOOKCUIIbHBIE IpyMIibl, 3) cyabpruapuibnele rpymnmsl (SH) mucrenna u ap.

(3) Tpetwmii THIT — 3TO AETHAPOTEHA3HAS PeaKiusi. DTO HanOoJIee MHOTOUNCIICHHBIN THIT pEeaKITui,
UCTIONB3YIOUINH celn(UIHOCTD (PEPMEHTATHUBHOM PEakIK CO CTPOTO OMPEAETICHHBIM CyOCTpaTOM.
Cxema TUITMYHOW pEaKIuy TaKoBa:

Ar

Cy6erpar ¥ Ipoaykr
Hexkotopsle 1pyrrue KOMIIOHEHThI TAKKE YYAaCTBYIOT B peakuu. [ npumepa pacCMOTPUM PEAKIUIO
OKpaIllMBaHUsl, MPOBOJIUMYIO JJIs BBISIBICHUA JaKTaTaeruaporeHassl (JIAT):

PEAKIIHA: Jlaktat < JIII' < IlupyBar

NakraT B 6ydpepe ¢ pH-un
KOMMOHEHTBI TeMmnepatypHbiMm oNnTUMYMOM nVIPYBaT rlpO,D,yKTbI
NAD+, NaCN+, MgCl,+ NADH
peakumm PMS+, NBT+ PMS-, NBT- (PopmasaH B soHe | Peakumm
peakuumu — rony6sie ppakumnm)

B pesynbrare peakiun kpacurensb (NBT+) okucnsercs u npeBpaiaercs B popmaszaH — SpKo
OKpAIIIEHHOE BEIIECTBO, HAXOIAIIEECs] HETOCPEICTBEHHO B MECTE MPOXOXKAECHUS (PepMEHTATUBHOMN
peaxiuy. bonpIMHCTBO OEITKOB, KOTOPBIE UCCIEAYIOTCS TIOCPECTBOM I'eJIeBOr0 31eKTpodopesa,
aBisitoTCs pepmenTamu. [ToaToMy nierko pazpaborath crielualbHble METOAUKH OKPALIMBAHNUS, YTOOBI
BU3YaJIN30BaTh aKTUBHOCTH crieruduueckoro pepmenta. B 6MOXMMHUYECKYIO TeHETHKY MOJ00HAas
MpaKkTHKa Bolwia ¢ cepenuubl S0-X rogos npomwioro crojetus (Hunter, Markert 1957). MuoxecTBO
MCTOYHHUKOB JIAIOT JIETAJIbHBIE ONMUCAaHU METOMK OKpaIIuBaHus (PepMEHTOB Ha TeJsiX MOocIe
anektpodopesa (Shaw, Prasad, 1970; Harris, Hopkinson, 1976; Manchenko, 2002). Onucano HECKOJIBKO
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COT peaKHHﬁ, KaxXxJias 3 KOTOPBIX MO3BOJIACT BbIABUTH AKTUBHOCTb OTACIIBHOTO (bepMeHTa Ha rejie u3 ux
CMeCH, TIOJIBEPTHYTOU 3JEKTpOdopesy.

5.2. TEHETUYECKAA MHTEPNPETALUUA UBMEHYUNBOCTWU BEJIKOB

Crieninuyeckoe OKpalIMBaHue ¢ UCTIOIb30BaHUEM (PEPMEHTATUBHOW aKTHBHOCTH TIO3BOJISIET
pasznuuuTh gaxe nzohopmMel pepmenToB. Ha 3aBepiaromiem starme 31ekTpodopesa, mocie OKpaluuBaHus,
MOJTyYaroT 3UMOTpaMMy (AJIeKTpodoperpaMmmy) — ImoJIocy Test, Ha KOTOPOH pacloJIOKEHbI BBISIBICHHBIC
JUTSL OTJICIBHBIX ocoOel (ppakmuu nzodepmenToB (puc. 5.2.1). Pacmonoxxenue Gpakiuii oT OTACIBHBIX
oco0eit ((heHOTHITBI) MOKHO JIETKO HHTEPIPETUPOBATh, KaK T€HOTUITNYECKYIO H3MEHYUBOCTH TI0
KOHKPETHOMY (hepMEHTHOMY JIOKyCY (puc. 5.2.1).

ATAT ATAS AZA3 A A3Aad

Crenomytilus grayanus
Puc. 5.2.1. [Ipumepol 3umoepamm (noaoc eensi ¢ OKpauleHHbiMU hepmenmamit), NOAY4eHHbIMU 8
pesynvmame KpaxmaibHO-2e1e8020 1eKmpogopesa.

A - acnapmamamunompancgepaza (noxyc AAT-1), B - neyunamunonenmuoaza (LAP-1), C -
popmanvoecuoodecuopozenasa (FDH). Hzoghepmenmul y onucomepnvix ghepmenmos mocym 6vimo
KoMOuHayuetl cyoveOuHuy pazHo2o muna (Omaudaouuxcs NOOBUNCHOCHBIO), KAK NOKA3AHO
cmpenxkamu cresa. Cmpenkamu CHU3y NOKA3aHbl 8apUAHMbL PeHOMUNO8 U UX 2eHeMmUYeCcKasl
unmepnpemayusi. Ilynkmuphsie cmpenku — e 2enemuyuecku onpeoensiemvle MM®DD (cm. nudice).
Fig. 5.2.1. Examples of starch-gel electrophoretic zimograms or enzymes stained in the gel. A,
aspartate aminotranspherase (AAT-1), B, leucine aminopeptidase (LAP-1), and C, formaldehide
dehydrogenase (FDH). Shown with arrows are the isozymes and their genetic interpreting. Dotted
arrows show conformation changes.

['eHeTHYECKYIO HHTEPIIPETAIIMIO MOKHO MPEJICTABUTH B HECKOJIBKO HHOM BHJIE, IIOKA3aB

CXEMaTHYECKH (PCHOTHITMYECCKHUE PA3IIUYUs B 3aBUCIMOCTH OT YETBEPTUYHOM CTPYKTYphI (HEPMEHTOB
(puc. 5.2.2).
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Puc. 5.2.2. Cxema ecenomunuueckoii unmepnpemayuu (heHOmMunu4eckol UsMeH4YU8OCmMu no (hepmeHma,
OMAULAIOWUMCS YeMBEPMUYHOL CIMPYKMYPOLL.
Jlokyc kooupyowuii MOHOMEPHbIU, OUMEPHDLI U MempamepHblll hepmerm ¢ 08yMs alLleAMU

(A1, A2) u mpems eapuanmamu gpenomuna (norumopgusm) u cenomuna (A;A;, A1A,, ArA2). Smu arnenu
npouseoosam cyoveOuHuybl 08YX Munos, meonerHvle u ovicmpule. Komounayuu cydveounuy o0Ho2o muna
HA3b18AIOMCS 20MOMEPHBIMU, d PA3IUYHBIX MUNOE — 2eMePOMEPHBIMU UZ0DEPMEHMAMU.
Fig. 5.2.2. Interpretation of allozyme pattern of variability in the terms of genotype depending on their
quaternary Structure.

A locus is coded for a monomeric, dimeric and tetrameric enzyme having two alleles designated as
A and A, (i.e., a polymorphic locus). These alleles produce two types of subunits (sections within
ellipses). The protein encoded by the A; allele migrates more slowly than the protein encoded by the A;
allele. Combinations of same subunits are called homomeric, and different subunits called heteromeric
isozymes. Three different genotypes are possible for an individual at these loci.
Ilpu zenemuueckoit unmepnpemayuu nOAUMOpPuima uzoghepmenmos eaxcno nomuums (Inasa 4):
1. Ymo o0um cen demepmunupyem oOur nOJUNEnmuo.
2. Ymo umeemcs KOIUHeApHOCMb, - 0OHO3ZHAYHOE COOMBEMCMEUEe NOCIe008AMENbHOCIU HYKIeOMUOO8 8
JIHK u nocreoosamenvnocmu amuHOKUCIOM 8 OelKaXx.

Jloka3zaTenbcTBa B MOAJEPIKKY TIEPBOTO YTBEPKACHUS OBLIH MOTYYSHBI TAKXKE B SKCTIEPUMEHTAX
110 MICKyCCTBEHHOMY CHHTe3y nentuaos Ha Marpuiie MPHK. Bropoe yTBep:knenne noareepxxuaercs
IPSIMBIM COTIOCTABJICHHEM MEPBUUYHBIX MOCTIEI0BATEIBHOCTEH B TeHaX U B OJUNENTH IAX,
CUHTE3UPOBAHHBIX Ha HUX; MYyTAaIlUH, IPUBOISIINE K 3aMEHAM HYKJICOTHIOB, BEAYT K 3aMEIICHUSIM
aMUHOKUCIOT (puc. 5.2.3, Bepx). JlanHble, MOATBEpKAAIOIIIE BTOPOE MOI0KEHUE ObUTH MOTyYeHbI TAKKe
JIO TIOSIBJICHHSI METOJIMKH CEKBEHUpOBaHUsI (puc. 5.2.4, HU3).

R  — —

crapr

AMHHHbIT » KapOokcunbHerii
M KOHEILL
\ C KOHELL
Benok TrpA NM -
" dil\ 1764 V183 211 234\23% 268
[Tonoxenune B
3amena S @@ o @ @
Y AMHUHOKHUCJIOTHI| ¢+ ¢ ¢+ v
AMUHOKHCJIOTHI [ & - @

Puc. 5.2.3. Ceés3b medicoy nonosicenuem mymayuu Ha 2enemuveckoul kapme E. coli cena mpunmogana
(TrpA) u nonoscenuem samewennol amurokuciomel 6 benxe TrpA (Ilo Hartl, Jones, 2002).

Fig. 5.2.3. Correlation of the positions of mutations in the genetic map of the E. Coli triptophan gene,
trpA with positions of amino add replacements in the TrpA protein (From Hartl, Jones, 2002).
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Puc. 5.2.4. Koppenayus meaxncoy

H11 C140 B171 B272 H321 B278 C137 H361 A489 (208 nONOJICEHUeM MYMAYUL HA

N

H11 7
—_— leH 6enkoBoi obonoukwu, tar T4 ZeHemuquKOlf xapme ¢paza T4 .
€140 R eena 6enkoeou 06010YKU U ONUHOU
B171 cunme3suposanroz2o nenmuoa (Ilo
B272 > Stent, 1974).

v

Fig. 5.2.4. Association of the
positions of mutations in the
B278 genetic map of the Phage T4 gene
of protein cover and the length of

H321

v

v

C137
R polypeptides synthesized (From
H361 - Stent, 1974).
A481 >
C208 >

v

HatueHas monekyna

Taxum oOpa3oM, 001Ias cxemMa reHeTHIEeCKOM HHTepIpeTaly NoauMopdu3mMa n30epMeHTOB, a TAKXKe
WX aJIJIETHHBIX BAPUAHTOB, AJTTIOGEPMEHTOB (QJIJI03UMOB), BECbMa MPOCTa, 0COOCHHO KOT/1a UMEETCS
YeTBepTUYHAs CTPYKTypa. Eciiu 1Ba pa3nmuuHBIX JIOKyca KOTUPYIOT U30(E€PMEHTHI, TeHETUYeCKas
MHTEPIIpEeTalNs TakKe MOKET ObITh BIIOJIHE MPOCTOM.

5.3. TEHETUKA U3BODEPMEHTOB

B npenpiaymieii tekuun Mbl IPOBETH pa3rpaHUuEHHE MEXTy MOJUIENTHAOM U OEITKOM U
OTMETHJTH MHOKECTBO MOTU(BHUKAIIHIA, IPOUCXOAIINX ¢ OeIKaMH, B TOM YuCIIe C (pepMeHTaMHU.
depMeHThI UMEIOT psii 0COOCHHOCTEH U3MEHYMBOCTH, (POPMUPYS U30()OPMBI PA3TUUHON TPUPOIBL.
depMeHTHI 1 UX U30POpPMBI — H30(hepMEHTHI (M303MMBI), KaK MBI COTJIACHIIUCH paHee, SIBISIOTCS
Haun0oJiee BaKHBIMU MapKepaMu B OMOXMMHUYECKO TeHeTHke. JlaBaiiTe paccCMOTPUM, KAKOBBI HCTOYHHUKH
IIPOUCXOXK/ICHNS MHOKeCTBEHHBIX MOJIeKY/JISIpHBbIX (popm pepmenToB (MMD D). MM OO nmerot
CJIO’KHYIO TIPUPOJTY U TOJIBKO YaCTh U3 HUX SABJISIOTCS HCTUHHBIMU H30(epMEHTaMU, UMEIOLIUMHU
HaclieIcTBeHHY0 AetepmuHanmio (Kopoukun u np., 1977). benku MoryT ObITh MOIU(PHUIIMPOBAHEI in ViVo
U in vitro. MHOTHE BHYTPUKIIETOUYHbIE MOIU(UKALIMH SBIISIOTCS €CTECTBEHHBIM IPOLIECCOM, BEAYIUM K
akTUBHOI MozekyJie. Kak ynomuHnanocs panee (I'1aBa 4), B OTHOLIEHUH HU3KOIJIOTHOCTHOT'O
aunonporenHa (LDL), naTHanuaThIil 5K30H onpeesseT J0MEH NOCTTPAaHCIAMOHHON 100aBKH
KapOoruapara, a IeCcTHaAUATHIN U CEMHAAATHIN 3K30HbI AaI0T MPOAYKTHI cBA3bIBaHUsA LDL ¢ kieTouHoit
MeMOpaHoii. JIumib mocine 3Toro okonyarensHo Gopmupyetcs aktuBHbIA LDL-6enok, u cama meMOpana
nproOpeTaeT HOBBIE CBOMCTBA.

MosxHo pazoute MM®® Ha /1Be TpyNIbl: HE TEHETUUYECKH U TeHETUYECKH OTpeAesieMbIe
MMO®®. /100 eenemuueckumu MMDD naoo nonumams maxue sapuayuu, Komopwvie 0emepMUHUPOBAHDbL:
(1) usmenenusamu 6 nepsuunot nocieoosamenvnocmu JJHK anneneii, evizvieas coomeemcemayrowue
3AMEeHbl AMUHOKUCIOM 8 NOIUNENMUOAX (An103uMbl) u/uu (2) KOMOUHUPOBaAHUeM NPOOYKMOo8
(cybveounuy) anienbHulX Uil HeallelbHbIX 2eH08 (TOMOMEPHBIE U TeTepOMEpHBIe U30(hePMEHTHI; CM. pHC.
5.2.2). MoryT ObITh U ApyTHE T€HETUYECKUE UICTOUHUKT MM®®, 00ycioBiIeHHbIE, HAIPUMED,
aNbTePHATUBHBIM CIUTalicHHTOM (cM. HUXke). He renetnueckrie MMOO® - 3T0 u3MeHEHUs APYroro poja.
Tak, no6asenue kapoo-ruapara k LDL-0enKy, MEHsIeT ero MOJICKYJIIPHYIO Maccy  KOH(POPMAIHUIO U,
XOTSI 3TO HACJIEZICTBEHHO JETEPMUHUPOBAHO, HO HE CO3/1aeT EHETUYECKU 00YCIOBICHHBIX BAPUAHTOB.
Takum oOpaszom, 310 citydail He reHeTndeckux MM®®. B paznerne 5.2 Bbllle paccMaTpUBAIUCH TOIBKO
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TFeHEeTUYECKN JeTepMUHUpOoBaHHbIe MM®® u nHTepnperanus, B OCHOBHOM, OTHOCHJIACH K AJIJIO3UMHOM
u3MeH4YuBocTH. PeanpHas curyanus 6onee cioxHa. [laBaiite oOpatumcs eme pa3 K puc. 5.2.1. Ha
pucyHke, B mozapaszaenax B u C, MOXXHO BUIETh, KpOME OCHOBHBIX (DpaKIIHii, HECKOIBKO MUHOPHBIX
dpakuuit (cyodpaxumii). 910 He U30PepMeHTHI, a KOH(OpMeEpsI, TO ecTb, MM®D, onpenensemsle
MOCTTPAHCISITUOHHBIMU MOAM(DHUKAIUAMEU MOJIEKYIT OelkoB. B maHHOM ciiyyae He SICHO, KaK OHH
BO3HUKIIH i1 Vivo WU in vitro. Ho 3T0O A HAIIMX WIITIOCTPATUBHBIX Ieel U He BakHO. [[puHIMnuanisHo
TO, YTO OHH HE SIBIITIOTCS HACTIELyeMOM N3MEHYHBOCTHIO U JOJDKHBI OBITh HCKITFOUYEHBI IPU TEHETHYECKON
uHTepIpeTanuu. J[pyroro poaa ocnokHeHUs: BOZHUKAIOT, KOT/1a JBa MK O0Jiee TOKYCOB
9KCIPECCUPYIOTCS B OJTHOW M TOM e TKaHU. B 3THX cirydyasx cyObeIUHHIIBI, CHHTE3UPYEMBIE C
pa3IMYHBIX JIOKYCOB, MOTYT B3aUMO/ICHCTBOBATh, POPMUPYS NU30(EPMEHTHI, B 3TOM CIy4ae —
MEKIIOKYCHBIE TeTepOMEPHBIE («THOPHIHBICY ) TIOTUICITHIHBIC TPOAYKTHI (puc. 5.3.1). CxemaTrdeckoe
MpeJICTaBICHNUE FKCIIPECCUU TOIUMOP(HBIX TYTUTUIIMPOBAHHBIX JIOKYCOB JUIsl JEpPMEHTOB, C pa3IUYHON
YETBEPTUYHOU CTPYKTYpPOH, Haetcs B 0030pe ATTepa u coaBTopoB (ATTep u ap., 1987, puc. 2.5).
Xopomuii mpuMep B3auMOACHCTBHSI IPEACTABISAET AYIUTMIIMPOBAHHBIHN JIOKYC TUMEPHOTO (hepMeHTa
I'®U (puc. 5.3.1).

D Puc. 5.3.1. Jugppepenyuanvras sxcnpeccus

e enoxozopochamuzomepasvl (I'OH, nokycer GPI-
A*, GPI-B*) ¢ mxansx pviovr Hypentelium
nigricans. Meocoy mxkanamu HabI0O0aemcs makaice
UHMEHCUBHAA OUBEP2EHYUS IKCAPECCUU NO
oynauyuposanromy nokycy GPI-A*. B moiuye
0OHapYHceHa IKCNpeccus MoIbKO 00HO20 JIOKYCA

i ::“z GPI-B*, umo obycnosneno npouteduietl
: s % Ounnouousayueti. Buono, umo cemepomephuie
. uzogepmermol Mo2ym 00pa308bl8aAMbCS MENCOY
scemu mpems nokycamu (Ilo Ferris, Whitt, 1979).
o Fig. 5.3.1. Differential expression of
= . . .
S o é 5 0 3 ; glucosephosphate isomerase-A loci (GPI*) in
% T o5t = § S’:J § < tissues of fish Hypentelium nigricans. Extensive
3282238 BR divergence in the expression of duplicate GPI-A*

loci have occurred within and among tissues. The
GPI-B* locus is singly expressed in tissues of this
species due to gene diploidization (From Ferris,
Whitt, 1979).
Hckirovyenuss B KOAOMUHAHTHOM NPOSIBJICHUH aJjliesiei
®denoTunsl PepMEHTOB, NIPEACTABICHHBIC HAa pUCYHKaxX 5.2.1-5.2.2 u 5.3.1 obecneunBaroTCst
KOJIOMMHAHTHBIM NPOSBICHHEM (3KcIIpeccueil) ameneil. Y reTepo3urot 00a pa3aInuHbIX ajuIes
MPOSIBIISIIOTCS B BUJIE OEIKOBBIX MPOAYKTOB, OPMUPYS B CiIydae MPUCYTCTBUS U30)EPMEHTOB
reTepoMepHBIE MOJIEKYJIbl WM CyObeAMHUIIBL. IMEHHO 3a cueT ()OPMHUPOBAHUS TETEPOMEPHBIX MOJIEKYJT
(eHOTHI TEeTEePO3UTOTHBIX 0COOCH HE CBOAUM K CyMMe (P€HOTHIIOB 000MX poautenei (cMm. puc. 5.2.2).
HanomMuum, 4To BriepBbie OJJOOHOE CBOMCTBO IeTEPO3UTOTHBIX 0c0o0ei OblJI0 00HApPYIKEHO NPU
UMMYyHOTeHeTHUeCcKuX uccienoBanusx (I'masa 4). KomomuaanTHOE HacieI0BaHUE SBIISIETCS BAXKHOM
0COOEHHOCTBIO T€HETUKH N30(EPMEHTOB, TIOCKOJIBKY OT STOr'0 3aBUCHT T'€HETHUECKAs] HHTEPIIPETAIUs
n3MeHynBocTU. Kpome Toro, ecian KOMOMHUHAHTHOCTb, KaK MPaBUIIO, COOITIOAAETCS, TO 3TO MOKET ObITh
OCHOBO JIJISl TECTUPOBAHUS HEKOTOPBIX TEOpeTHUECKUX KoHIenuui (cM. ['maBa 12). OnqHako OTKIIOHEHUS
OT KOJJOMUHAHTHOTO MPOSIBJIIEHUSI UMEIOTCS. PacCMOTpUM HECKOJIBKO MOAOOHBIX CITyUYaes.
Hanpumep, y HEKOTOPBIX TI0COCEBBIX PbIO, 0OHAPYKEHO, UTO UACHTHYHBIE IIEKTPOPOPETUIECKH
CyOBbEIMHUIIBI CHHTE3UPYIOTCS IBYMS Pa3IMIHBIMU JIOKycaMu (puc. 5.3.2). ['eHeTHKO-IBOITIOIIMOHHOM
OCHOBOH JIJIsl TAKUX UJICHTUYHBIX JIOKYCOB (M30JI0KYCOB), TPOAYIIHPYIOIIUX AEKTPOPOPETUYECKH
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WJICHTHYHBIE (DEPMEHTBHI, SBIISIETCS MYTUTMKAINS TEHOB, Yallle BCETO CBS3aHHAasI C MOJUILIOUINEH, a y
J0CcOCeBBIX PhIO - ¢ TeTpamtonaueit (Wright et al., 1983; Allendorf, Thorgaard, 1984). MoryT ObITh
NOJIMMOP(HBIME U OJMH U 00a JoKyca. B o0oux ciydasx snexktpodoperndeckrne (HeHOTHIIHI,
KOJIUpyEeMbI€ U30JI0KYCaMH, OCIOXKHSAIOT U T€HETUYECKYI0 HHTEPIPETaLHIO, U CTATUCTUYECKUN aHATIN3
00Hapy>KeHHON TeHOTUITYECKOW N3MeHUINBOCTU. OTHA U3 MTOTOOHBIX CJIOKHOCTEH COCTOUT B TOM, YTO
NPaKTUYECKU HEBO3MOXKHO OTJINYUTH aJIIeNIbHbIE MPOIYKTHI U30J0KYCOB, KOT/1a MOIUMOP(HBI 1Ba (UIH
Oonee) 1okycoB. JlanHas mpobiiemMa WITIOCTpUPYETCs Ha puc. 5.3.2, Ha KOTOPOM H300pakeHa
U3MEHYUBOCTh ()EHOTHUIIOB JBYX M30JI0KYCOB, KOT'/Ia OJJUH U3 apbl MOHOMOP(QEH, a Ipyroi noiumMopgeH.

®EHOTUNDbI FTEHOTUIbI CocraB cy6beavHuy
AA, AA;
MoHomep [

&
&

a,b

ay

aa, ab, bb
aa’, ab
aa’

aaaa, bbbb, aaab, aabb, abbb
aaaa’, a’bbb, aaa’b, aa’bb
aaa’a’, aa'a’b, a'a’bb,

aa'a’a’. a'a’ab

aaaa

Oumep [ |

TeTpamep |

Puc. 5.3.2. Buo pepmenmuvix henomunos, eciu skcnpeccupyiomcest uzonoxycewl. Ocoou s6asomest 20MO3UOMHbLMU
U 2eMepo3ULOMHBIMU NO JIOKYCAM, KOOUPYIOWUM MOHOMEPHbLE, OUMEPHble 1 mempamephvle benxu. OOun u3z
JIOKYCO8 A6151emcsi NOIUMOPPHBIM (¢ amnenimu A; u A Kooupyrowumu cyovbeOuHuybl a U a', COomeemcmeeHHo), a
8MOPOLL TOKYC — MOHOMOPeH, kooupyst 00Hy cyoveounuyy (b), y komopotui snekmpopopemuueckas noOBUNICHOCHLb
uoeHmuyHa noodsudicHocmu cyoveounuyst a (Ilo Ammep u op., 1987).

Fig. 5.3.2. Electrophoretic phenotypes when isoloci are expressed. Individuals are homozygous and heterozygous
at loci coding for monomeric, dimeric, and tetrameric proteins: one locus is polymorphic (with alleles A and A'
resulting from subunits a and a', respectively); and a second locus is monomorphic, coding for a subunit (b) with an
electrophoretic mobility identical to that of subunit (a) (From Utter et al., 1987).

JlonoMHUTENBPHOE OCIOKHEHUE MOXKET MPEJOCTABIIATh AIbTEPHATUBHBIN CIUIAHCHUHT, MEXAHU3M,
KOTOPBIN OTKPHIT HeAaBHO (puc. 5.3.3). [Iponeccunr, y4acTBYIOMIHMN B TAKOM BapHaHTE CIUTAMCHHTA,
MOTEHIUATHHO MPEJICTABISIET COO0M PeryIsaTOPHBIN ATAl B SKCIIPECCUH reHa. Tak, K MpuMepy, U3BECTHO
HEMaJIO CITy4aeB, KOrJa MHTPOHBI, peacTaBieHHbIe B pe-MPHK, cuHTEe3npOBaHHOM C OJTHOTO M TOTO e
T'eHa, BEIPE3AINCh HECKOJIBKIMHE CIIOCO0aMU. DTO BeAET K (OPMUPOBAHUIO Pa3HBIX HAOOPOB IK30HOB B
3penioid MPHK. J[aHHBIN poliecc momyyns Ha3BaHUE aJlbTePHATUBHBIN CIVIAMCHHT. AJIbTEPHATUBHBIN
CIUTalicuHT BeneT K (hopmupoBanuto rpymibsl MPHK, koTopbie npu TpaHCHSIMH, Jar0T OIU3KHe OeNKH,
Ha3bIBa€MbI€ B IpoTeoMuKe n3opopmamu. [lo onpenenennto, JaHHOMY BbILIE JIsl TEHETUYECKHU
neTepMUHUPOBaHHBIX MM®®, oHM MOTYT Ha3bIBaThCs Takxke u3opepmentamu. Cirydyan
aJTbTEPHATHUBHOTO CIUTAMCHHTA OMTMCAHbl Y MHOTHX XHUBBIX (JOPM, HAUMHAS OT BUPYCOB, APO30(UIIBI U
3aKaH4YMBasi 4yeraoBeKoM. OHAKO OCTAETCS OTKPBITHIM BOIPOC, BCE JIM OMUCAHHBIE CIIy4al H30JI0KYCOB
00yCJIOBJICHBI AYTUTUKAIIMSAMHU T€HOB WJIA YacTh U3 HUX - 3TO MPOAYKTHI aIbTEPHATUBHOTO CILJIAiCUHTA U
KOMOWHHUPOBaHUA OJIM3KHUX 3K30HOB. YTOOBI pa3o0paThCs B 3TOM, HEOOXOMMO MPOBECTH
CEKBEHHPOBAHHNE COOTBETCTBYIOIINX T€HOB M BBIAICHUTH XapaKTEP UX PACIICTUICHUS WA HACIIEIOBAHUS B
IIOTOMCTBE.

[IpuBeneHHbIC MPUMEPHI OTKIIOHEHUH OT KOJOMUHAHTHON KCTIpecCur (PEpMEHTHBIX T€HOB, T10-
BUAMMOMY, HE CTOJIb LIIUPOKO PACIIPOCTPAHEHBI CPEAN BBICIINX )KUBOTHBIX, MOJUIUIOUIAUA Y KOTOPBIX
OTpaHUYE€HA XPOMOCOMHBIM MEXAHU3MOM OmpeAesieHus noja. OqHako HaCKOJIbKO IHPOKO
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pacmpocTpaHeHbl TyTUTMKAIH (PEPMEHTHBIX JIOKYCOB y O€CIIO3BOHOYHBIX )KHUBOTHBIX HEM3BECTHO. U3
MHOT0JIETHEH COOCTBEHHOH MPaKTHUKH pabOThl ¢ MOPCKUMU O€CIIO3BOHOYHBIMH, MOYKHO 3aKIIIOYHUTh, YTO
QYTUTMIUPOBAHHBIE JJOKYChl Y HUX BCTPEUYAIOTCS HE 4acTO. DTOMY (PaKTy MOKET ObITh /1Ba 00bscHEHUs: 1)
JOYTUITMKALMY Y HUX JAeHCTBUTEIBHO T'€HEPUPYIOTCS PEIKO WU 2) TyTIMKAIUK OOBIYHbI, HO Oiarogaps
JUIUIONIU3AIMY UX YacTOTa HeBelMKa. Elle MeHee N3BECTHO B OTHOILIEHUH PAaCIPOCTPAHEHHOCTH
JIBTEPHATUBHOTI'O CIIJIaliCHHTa B TeHEpallui U30()ePMEHTOB.

"
JK3oH1  Ok3om 2 Toaucnsuus  2oPePMEHM T Py 5.3.3. Haocmpayus ansmepnamuenozo
MPHK 1 N _ 0
> CNAAUICUN2A - HOBO20 MEXAHUZMA CO30AHUS PASHBIX
MPHK 2 < P

MPHK npooykmoe (MPHK 1 u mPHK 2) u
coomeemcemayiouux uzogopm (Mzoghopma 1 u
Hzogpopma 2).
Fig. 5.3.3. Alternative splicing, the mechanism for
the creation of new alleles (Gene 1 & Gene 2) and
their products, the isoforms or isozymes (Isoform-1
& Isoform-2.
IlepcnekTUBBI U OrpaHUYEHHS 3J1eKTPOPOPETHIECKOr0 MOAX0/1A ISl TeHeTHYeCKOr0 HCCJIeJOBAHMS

[TpuHIUTIBI, U3TT0’KEHHBIE BBIIIE, U151 OOHAPYKEHUS TEHOTUITHYECKOW N3MEHYNBOCTH HA OCHOBE
3MEeKTPOoOPETUIECKON N3MEHYHUBOCTH OEJIKOB OBLITU B CBOE BPEMS IPU3HAHBI KaK MPOPBIB ISl TCHETHKU
npupoaHbix nomyssiuid (Jlesortun, 1978; Hartl, 1980).I1peBocxomHbIE CBOHCTBA I'eNIEBOTO
anekTpodopesa B 00HApY>KEHUU TeHETHIECKOW U3MEHYMBOCTH JIOTIOHAIOTCS OTHOCUTEIHHOMN JIETKOCTHIO
MOJTYYEeHHUsT OONBIINX BRIOOPOK TEHOTHITMPOBAHHBIX 0co0ei. OOpa3ipl OEIKOB MOCPEICTBOM IKCTPAKITUH
U3 TKaHel MOTYT OBITh MOJyYEHBI JIETKO U B KOPOTKOE BpeMs. B o1HOM resie MOxXHO (GpakIMOHUPOBATh
OJIHOBPEMEHHO MHOI'0 00pa310B U MOCIIE AMEKTPOoPopesa caM Ieilb pa3pe3aeTcs Ha MPOJI0JIbHBIE MOIOCHL.
OTHU cpe3bl OKPAIIUBAIOTCS OT/IEIBHO Ha pa3NuyHble (EPMEHTHI UITU HEe (PepMeHTHBIC OENKU, AJI TOTO
YTOOBI TPOMAPKUPOBAThH PA3IUYHBIE JOKYCHI. JIJI1 OMBITHOTO UCCIIEI0BATENS, UMEIOIIETO OJHOIO
TEXHUYECKOTO TIOMOIIIHKKA, BIIOJIHE JOCTYHO TpoaHanu3upoBath 10 200-300 ocobeit B cyTku. [Tpu
KpaxMaJIbHO-T€JICBOM 3JIEKTPOo(ope3e 1Mo MEHbIIEH Mepe 6 JIOKYCOB MOXKET ObITh BBISIBIEHO B OJTHOM
AKCTIEPUMEHTE OT KaXKI0W 0COOM, MOCKOIBKY T'eJIb MOYKHO pa3pe3aTh Ha 6 U 0oJiee MoJIoC U KaXKIbIi cpe3
MOYKHO OKpAIlIMBaTh HA pa3indHble (hepMeHThl. YacTo yaaeTcs BHIIBUTH OOJIbIIE, YEM OAMH JIOKYC C
Ka)KJ0r0 cpe3a, TaK KaK pU OKPAIlMBaHUU Ha OTAEIbHBINA (DEpPMEHT MOTYT 3KCIpecCUpoBaThes Ooee
JIBYX JIOKYCOB.

HexkoTtopsie orpannuenust MeTOAMKHU deKTpodopesa O6enkoB Takke odeBuaHbl (Hubby, Lewontin,
1966, Lewontin, 1974). Tak, Hatuuyue aMHHOKHUCIOTHBIX 3aMEH, OLICHUBAETCS HE MPSMO, 2 KOCBEHHO T10
M3MEHEHUIO0 CyMMapHOTO 3apsifa o6enka. OnnHako, (1) He KaXk1as 3aMeHa OCHOBaHUS BEJIET K 3aMEHE
AMHHOKUCIIOTHI 1 (2) ecy 3aMeHa aMUHOKHCIIOTHI TPOU301ILIA, 3TO HE 00s3aTEIbHO BEAET K U3MEHEHHUIO
CBOICTB 0OeKa, KOTOpbIE MOXKET OOHAPYKUTH AeKTpodopes. bbuio oneneHo, uro npumepHo 25-30%
AMHHOKHUCIIOTHBIX 3aMEeH 00HAPY KMBAIOTCS TIOCPEICTBOM METOJIUK AIIEKTpodopesa, MPUMEHIEMbIM B
oonpmHCTBE MabopaTopuii (Shaw, 1965; Nei, Chakraborty, 1973; Lewontin, 1974), uro cornacyercs ¢
oxxuaeMoit noneit (25%), Tak kak 5 u3 20 aMUHOKUCIIOT UMEIOT 3apsi. biuskue mudpel 66U TOTYYEHBI
JUTSL BApBUPYIOIIKNX yCJIOBUM dekTpodopesa (Marshall, Brown, 1975). Ognako uHoraa
HKCIIEPUMEHTAILHO OOHapy KUBaeMasi 10Ji1 MyTaluii 1o 6enkoBbIM reHam nocturaer 50% (Ramshaw et
al., 1979, Neel et al., 1986), a cam TeMIT MyTUpOBaHHsI — BRICOKOH 9acTOThI (AnNTyX0B, 1989: cm. Takke
Jlexumio 6). IMeroTcst HEKOTOpBIE APYTHE OTpaHUYEHUs. B 4acTHOCTH, OYEBHIHO, YTO UACHTUYHOCTD IO
31eKTpodOpeTHIECKON MOIBUKHOCTH HE 0053aTeIbHO 03HAYAET UACHTUYHOCTh MOCIIE0BATEIbHOCTH
nHykieorunoB B JJHK. Takum o0pa3om, cTeneHb CpaBHUMOCTH JIaHHBIX, HATIPUMEP JTaHHBIX
reTepO3UTOTHOCTH, 3aBUCUT OT METOJUKH T€HOTUIHPOBAHUS (3JEKTPO(HOpeTHYECKUE TaHHbIE CPAaBHUMBI,
B OCHOBHOM, TOJIbKO MEXJy c000i1), 4TO CIIpaBEAJIMBO TAKXKe B OTHOILICHUH JIOOBIX T€HETHYECKUX
JAHHBIX, TTOJIy4eHHBIX Ha ocHOBE (peHOTHNOB (Allendorf, 1977). B c¢Bsizu ¢ moHMMaHueM BO3MOKHOU
reTepPOreHHOCTH IEKTPOPOPETUUECKU BBISBIIIEMBIX aJUIENIeH, MOSBUIICS TepMUH dJ1eKkTpoMopdsI (King,

3K30H 2 3K30H 1 HUzogpepmenm 2
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Ohta, 1975; Allendorf, 1977). DkcriepuMeHTaIbHBIE TaHHBIE TIOATBEPIMIIN, YTO HIEKTPOHOPETHUECKI
BBISIBJISIEMbIE QJIJIEIM UMEIOT MHOTO OOJIbIIIe HYKJICOTUIHBIX 3aMEIICHUN, YeM aJlJIeiH, BhISIBJICHHbBIE
Meroaamu aHanusa Henocpenctsenno JJHK (cm. ['maa 13).

JKcnpeccusi FTeHOB B IMOpHOreHe3e U OHTOreHese

B pesynbrare nuddepeHmansHoli akTHBHOCTH T€HOB (POPMHUPYIOTCS Pa3ITUIHBIC
CHEIMATN3UPOBAHHbBIE KJICTOYHBIC JIMHUH, @ HA UX OCHOBE M03Ke (OPMUPYIOTCS TKAaHU U OPTaHBI.
HccrnenoBanme reHeTUKN HHIUBUIYITEHOTO PA3BUTHS J0OJITOE BpeMsi 0a3upOBaIOCh HAa UCCIICAOBAHIH
MOP(}OIOTHYECKUX MYTaIUil B TaOOPATOPHBIX YCIOBUAX, B IIEPBYIO OUEPE/b B TMHUAX APO3OQUIIBI
(Kopoukus, 1999; XXumynes, 2002). Mopdonornueckue npu3Haku GOpMUPYIOTCS TTO3JHO B OHTOT€HE3E,
MO3TOMY TOJIBKO C PA3BUTHEM METOJIOB OMOXMMHUYECKOI 1 MOJIEKYJISIPHON T€HETUKU CTall BOZMOYKEH
AHaJIU3 paHHEH DKCIIPECCUN IT'€HOB.

JlaBaiiTe BCIOMHUM JJIs1 Ha4ajia HECKOJIbKO OOIIMX YepT pa3BUTHUs, B YACTHOCTH Pa3BUTHUS SHIIA.
Ha navansHOU (a3e pa3BUTHUS )KEHCKUX PETPOAYKTUBHBIX OPraHOB IPOMCXOIUT, TAK Ha3HIBACMBIi,
0O0JIBIIION POCT OBOIMTOB, a MOTOM Meio3 (cMm. Jlekmuio 2). B daze pocta B oBoIuTe HaOMIOAAI0TCS
MHOTOYHCIICHHBIE «JIAMITOBBIE MIETKW», CTPYKTYPHI YKa3bIBaIOIINE Ha WHTCHCUBBIHK ciHTe3 MPHK,
pPHK, pubonykneonporenHoB u apyrux 6enkos; MPHK npu 3ToM mepexouT B «3aMacKUPOBaHHYIO»
dopmy — nHpOpMacomy. B 3penbIx 0BOIUTaX CHHTETHYECKHE MPOIECChl MPAKTHYECKH MpeKpaniamTcs. B
3UTOTE Cpa3y MocJe OIMIOI0TBOPEHUS CHHTE3 TaKKe HE MPOUCXOAUT. ITO 00YCIOBICHO OBICTPHIMU
KJICTOYHBIMU JICTICHUSMHU ¥ KOPOTKUMH aKTUBHBIMHU (ha3aMH — HHTEpKHHE3aMu. B nenom, 1o dazer
racTpyJibl OTIOBCKUE T'€HBI HE aKTUBHBI. [[pyriuMu coBaMH, HOBBIA OPraHU3M Ha MEPBBIX dTarax
BBIHY’KJICH KHUTb 33 CYET MATEPUHCKUX T€HHBIX MPOIYyKTOB, HAKOIUICHHBIX PO 3arac. JTO 3HAHUE
OHMOJIOTUH Pa3BUTHA OBLIO MOJIYYEHO B OCHOBHOM OJ1arojapsi METOANKaM OMOXMMHUYECKON TeHETHKHU TPy
aHaJM3e dKCIpeccuu PepMEHTHBIX TEHOB B YMOPHOTeHE3e.

Okcnpeccus TeHoB y camioB (M) u camok (F) B onTorenese pasnuyHa. Kak Mbl 3aKJIFOUMIH BBIIIIE,
3TH Pa3IMIMs 3aIIPOTPAMMHUPOBAHBI CIIEIM(PUKOI OHTOTeHE3a y pa3HbIX MoJIoB. TeM He MeHee, caM (akT,
410 M-TeHbI MPOSBIAIOTCS MO3KE, OBLT YCTAHOBIICH YKCIIEPUMEHTATBHO C IPUMEHEHUEM METOIUKU
anekrpodopesa hepmeHToB. [Ipu uccieqoBaHuy MEXBUIOBBIX THOPUIOB pa3inuuus dKcrpeccuu M - u F-
ponuTeneil 0coOOEHHO MoKa3aTelbHbl. B mogasistonieM 00JbIIMHCTBE MHOTHX MPOBEACHHBIX
CKpelBaHuii M-reHsl aKkcnpeccupytoTes noxxe F-renos u y rubpunos (Hetidax, Jlozockas, 1984).
Hampumep, B ckpemmuBanun Mexay peddasiM (M) u o3epubiM (F) ronsiiamu, asa nokyca LDH-B* u
GPDH*, KOTOpBIE OTJINYAIOTCS MOJBM)KHOCTAMU (PUKCHPOBAHHBIX ajllesiei, HAUMHAIOT EPBBIMH
skcnpeccuro F-uzodepmenton (Kupnuunukos, 1979).

TkaneBast dkcnpeccusi pepMEeHTHBIX JIOKYCOB B PA3BUTHH

®depmeHThI U apyrue 6enku nudhepeHIMPOBAaHHO IKCIIPECCUPYIOTCS B SMOPHOTEHE3€E )KUBOTHBIX.
Nmetores Tpu rpynmsl hepmeHTOB: (1) hepMeHTHI mpecTaBlIeHbl BO BCEX OpraHaxX U TKaHIX U
MPUCYTCTBYIOT B TEUCHHE BCEH XU3HU, (2) hepMeHThI (yHKIIMOHUPYIOT JIUITb B SMOPHOHANIBHBIX (a3ax,
(3) bepmeHTBI MOABISAIOTCS TOJBKO HA ONPEIEIIEHHOM ATaIle )KU3HEHHOTO IIMKJIA ¥ IPUCYTCTBYIOT JIUIIb B
HekoTopbIX TKaHsAX. (1) K mepsoit rpynme otnocstes [JHK-, PHK-nonmumepassl, aneHo3unTprdocdaTassl,
AT®-cunTasa u npyrue pepMeHTHbIE U He (pepMeHTHBIE OeNIKH, OCYIIECTBIIAONNE (yHIaMEHTaIbHbIE
bynkumnn knetku. (2) 'emornooun (Hb) — 3To Hanbomee n3BeCTHBIN MPEACTaBUTEh BTOPOH Tpynibl. Tak,
y 4esoBeKa B MOJIEKyJie reMoriaoouHa 2 cyoseaunuiisl y-Hb 06pa3ytoT Terpamep BMecte ¢ mapoii 3-Hb
cyowenunui. [locne poxxaenus cyopenuuuisl y-Hb 3amensitores o-Hb monmunenTuaHBIME HETISIMU.
AHaJIOTHYHBIN MEXaHU3M paboTaeT, HalpuMep, Y JT0coceBbIX poi0. Tak, n3 14-18 reMormoO0MHOBBIX
dpakiuii, 4acTh MpeACcTaBlIeHa TOIHKO HA CTAJUU PAHHEH JTMUYUHKH U TIOCIIE BBIKJIEBA OTCYTCTBYIOT. (3)
Tpetbs rpynma sBIsieTCs caMoi npeacTaBuTenbHol. Crnenuduyeckue cnektpsl [ U npucyTcTByIOT B
HECKOJIbKUX TKaHSX pblObl Hypentelium nigricans, kak nokazano panee (Puc 5.3.1). B mbimednoi Tkanu
AKCIPECCUPYTCA MPAKTUYECKHU TOJBKO JOKyCc GPI-B*, Tora Kak B CEpACYHOM MBIIIIE U TOHaAaX
(YHKIMOHUPYIOT TP I'€Ha, B OCTAIBHBIX CEMHU TKaHAX - TOJbKO ABa rera (Puc 5.3.1). Ananorudso, y
npyroro Buaa peio Lepomis cyanellus pepmentsr [ ®U, M/I" (manataeruaporenasa) u KK
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(KpeaTHHKHMHA3a), KOAUPYIOTCS AYIUTMITUPOBAHHBIMHA JIOKYCaMH, H OJTMH H30()ePMEHT NMPUCYTCTBYET B
OBOILIUTAaX U Jajiee B OOJIBIIMHCTBE TKAHEH, a BTOPO MOSIBIIIETCS TOJIBKO MOCIIE BBIKIEBA U paboTaeT
UCKITIOUUTENHHO B MbltieuHoi Tkanu (Ferris, Whitt, 1979). Bpemst Hauana sxcnipeccun epMEHTHBIX
JIOKYCOB COBIIaJIa€T Y OUYEHb OTJAJIEHHBIX TAKCOHOB: poabl Lepomis u Catostomus peACTABIIAIOT pa3HbIe
OTpsABI PbIO. DTO 3aCTaBIISIET JyMaTh, YTO T€HETUYECKAs PEryJIsIIs OHTOT€HE3a OUYEHb CHIIBHO
HOJBEPKEHA CTAOMIHN3UPYIOLIEMY OTOODY.
DOyHKUMOHAJIbHBIE pa31u4us U30epMeHTOB

[Tpexne, ueM paccMOTpPETh 3TOT BOIPOC, HEOOXOAMMO clesIaTh 00l1Iee 3aMeYaHne O TOM, YTO
OYTUTHKALWS ¥ TuBepcruUKaIis QyHKIIUN TeHOB — 3TO B3aUMOCBsI3aHHbIe coObITHS (OHO, 1973).
[Tpumepsl UMEIOTCA JUIS IOCOCEBBIX PBIO, U, B YaCTHOCTH, 171 ¢openu. Tak, y Hux gokyc LDH*
OYTUTMIUPOBAH ¥ BOSHUKIIM TOciiejoBaTenbHo Tpu Jokyca: LDH-A*, LDH-B* v LDH-C*. Y 310r0
TeTpamMepHoro ¢epMeHTa romoMepHbie n3o0hepMenTsl A4, B4, C4 3HaunTENbHO pa3anyaroTcs 1o psay
CBOICTB. A4 siBisieTcs HanboJsee TEPMOYCTOWYMBBIM, HanOO0JIe€ aKTUBHBIM B aHA3POOHBIX YCIOBUSIX U
HanOoJsee ycToiunBbIM K nHruouropam. ¥ C4 Bce 3Tu CBONCTBa MHBEPTUPOBaHbI, a B4 — obnagaer
MIPOMEKYTOUYHBIMU CcBOMcTBaMH. M30depmenTsl neiintmunamMunonentuaassl (LAP) npencrapistoT npyroi
xopouuit mpumep. [Tokazano (Koehn, Innes, 1989), uro ero nzodepmeHTs! 001a1a10T PA3TMUHOM
AKTUBHOCTBIO TIPH Pa3IMUHOM cojieHOCTH Bobl. M3odhepmentsl 'OU y Lepomis otnuyatorcs
TEIIOYCTOMYMUBOCTBIO. Y pa3iMyHbIX (PpaKIvii FeMOTJI00MHOB YIpsi ObUIM OOHAPYKEHbI OTJINYHS B
CpoAcTBe ¢ KuciopoaoM. [ToapoOHOCTH Ha ATY TeMy MOXHO HaiiTu B 0030pax (CanmenkoBa, 1973,
Xouauka, Comepo, 1988).

['maBHbIE BBIBOABI U3 00CYKIEHUS MaTepUalIOB, IPECTABICHHBIX B pa3aenax 5.2-5.3, TakoBbI:
1. U30depmenTsl, a TouHee aiopepMEHTBI, SBISAIOTCS OY€Hb XOPOLIMMH MapKepaMH FeHETHUECKOM
M3MEHYMBOCTH, HECMOTPS Ha PsiJ OTPaHUYCHUN.
2. N30epMeHTHI ABIAIOTCS HAWITYYLIMMH MapKepaMH Uis BeIABICHUS AU epeHInanbHOi TKaHeBOM
AKTUBHOCTH T'€HOB.
3. M30(epMeHTHI O3BOJISAIOT UCCIIE0BATh BPEMs aKTHBALIMU T'€HOB B OHTOT€HE3€ U 0COOEHHOCTH UX
IKCIIPECCHHU.

5.4. IBOonouUnA PErynaumm reHoB

B3aumoneiictBue reHoB

Nmeercst HeCKOIBKO (hOPM B3aMMOICHCTBHSI T€HOB. B mpeapay X MaTepruagax Mbl BCTpEUaIn
TEPMHH JOMHHAHTHOCTb U KOJOMHUHAHTHOCTh, OTHOCSIIIUECS K BHYTPUIIOKYCHBIM B3aUMOJICHCTBUSM,
AMHCTA3 | ITICHOTPOITHIO, KOTOPBIE OOBSICHSIIOT MEXKIIOKYCHBIE 3P PeKThl. B penpiaymnem pasaene 3Ton
JeKIUU ObLIa KPATKO MOAYEPKHYTA POJIb, KOTOPYIO UTPAET PEryJIsIus SKCIPECCUU U B3aUMOJICHCTBUE
TE€HOB B MHIUBUIYAJIBHOM PAa3BUTHHU. JTO OYEHB OOJBIINE PA3C/Ibl TCHETHKN WHIUBUY AIbHOTO
pa3BUTHS, KaK HAyKH, U, B 1IEJIOM, OHU HaXOATCS 3a MpeelaMi OCHOBHBIX 3aj1ad Kypca. Tem He MeHee,
MIPEICTABIISIETCS] BAXXKHBIM HATIOMHHUTH CTICIIHAIBHO O OOJIBIION CJI0KHOCTH PA3IMYHBIX B3aUMOICHCTBUIMA
npu (popMHpPOBaHUH MPU3HAKOB, 0COOCHHO TAKUX CIOXKHBIX MPU3HAKOB, KaK MOP(HOIOTUYECKUE HITN
MOBEICHYCCKUE TIPU3HAKU. TEPMIH B3aMMO/IeiCTBHE T'€HOB YaCcTO MCIIOIB3YeTCs IS 0003HAYCHHUS HICH
TOTO, YTO HECKOJIbKO I'€HOB BJIMSIOT HA ONPEEICHHBIN MPU3HAK. DTO HE 3HAYUT, OJTHAKO, YTO JBA WU
0oJiee TeHOB, WM UX TMPOJIYKTOB, 00S3aTEIIFHO B3aUMOICHCTBYIOT TIPSIMO, OIIPEIeIssi KOHKPETHBII
denortumn. Ckopee KJIeTouHbIe (PYHKIIMY MHOKECTBA T€HHBIX MTPOIYKTOB BHOCST COBMECTHBIM BKIJIAJ AJIs
MOSIBJICHUSI HEKOETo cyMMapHoro (o01iero) gpenoruna. Hampumep, pa3Butre opraHa, Takoro Kak
MHOTO(acCeTOUYHbIH TJ1a3 y HACEKOMBIX, SIBJISIETCS MPEAETBHO CIOXKHBIM U BEIET K CTPYKTYpE C
MHO>KE€CTBEHHBIMH (DEHOTUIHYECKUMHU MPOSBICHUSMU; HAaNOO0JIee TPOCTO OHU OMUCHIBAIOTCS
XapaKTepHBbIM pazMepoM, GOpMOii, IIIOTHOCTHIO, 1IBeTOM. DOpMUPOBAHNUE TJ1a3a, HAIIPUMED Y
Tpo30(UITBI, MOXKET OBITh MPEACTABICHO, KaK CIIOKHBIN KacKa/l aKTOB WHIAMBHIYIBHOTO Pa3BUTHS. DTOT
MPOIECC MPECTABISET IPUMED IMUTeHEe3a, KAK OHTOTC€HETHYECKOW KoHIenuu. CoriacHo 3Toi
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KOHIICTIITUH KayKABIH IMOCIEAYIONINI IIar Pa3BUTHS yBEIIMIUBACT CIOXKHOCTH (POPMUPYyEMOTo pU3HaKa
(opraHa) ¥ HaXOAUTCS MO KOHTPOJIEM U BIMSHUEM OJHOTO MM 0oJiee FeHOB, IEHCTBYIOIIMX TO3TAITHO.

C npyroii CTOPOHBI, KaK YIIOMHAHAJIOCH B JIeKIMu 3, y MHOTHX BBICIIUX OPTaHU3MOB UMEIOTCS
pas3yIn4HbIe KU3HEHHbIE (DOPMBI WIIM SKOTUIIBI (OMOTHUIIBI), KOTOPBIE MOSBISAIOTCS HA OCHOBE
mQQepeHIaIbHON KCIIPECCHU OHOTO B TOTO K€ 0a3MCHOTO TeHOMa B Pa3IMYHbBIX yCIOBHUAX BHEUTHEH
cpenbl. BzaumogeiicTBue reHOTHI — cpenia BKpatie Oynet 3arponyTto B ['naBax 11 u 12. 3nech Mbl
CXEMaTHYHO PACCMOTPHUM HEKOTOPBIC U3MEHEHNS, CYIIECTBYIOIIHIE B SIIUTEHE3€ Y MPOCTHIX U Ooee
CJIOKHBIX opranu3moB. IIpexe, uem paccMaTpuBaTh 0oJiee CI0XKHbBIE IPU3HAKH, CIIEyeT 0OpaTUTh
BHUMAaHHE Ha MPOCThIE OMOXMMHYECKHE MTPU3HAKH, TAKHE KaK Pa3IMYHbIC YPOBHH aKTUBHOCTH
(depMeHTOB. DTO KOJMYECTBEHHBIN MPU3HAK U HHTEPECHO MOHATh, €CTh JIM KaKas TO TeHeTHYEeCKas
peryJiius Ha 3TOM YpOBHE BooO11Ie?

I'eHeTHYecKHe KOppeJsIINU AKTUBHOCTH (epMeHTOB

DepMeHTHI KOAUPYIOTCSL XOPOIIO W3BECTHBIMHU CTPYKTYPHBIMU T€HAMH U HCIIONB3Y ST
cOaraHCUpOBaHHBIE XPOMOCOMBI U JPyTUe FTeHETHYECKUE CPEACTBA, BO3MOXKHO IPOAHAIN3UPOBAThH BKIIA]]
CTPYKTYPHOH M3MEHYHBOCTH U OKPYKEHHS, WIIK MOJU(PHUKATOPOB I'€HOB, HA YPOBHE aKTUBHOCTH
depmeHTOB. B cepun paboT Ha MI0A0BOM MyIIKe, MPOAHAIN3UPOBaHA M'eHETUYECKast U3MEHYUBOCTD B
AaKTUBHOCTH 23 ()epMEHTOB B CEpUH XPOMOCOMHO3aMEIIEHHBIX JIMHUH JUIsI BTOPOH U TPEThEH XPOMOCOMBI
(Laurie-Ahlberg et al. 1980; 1985; Laurie-Ahlberg, Vilton, 1982). B xpoMocoMHO-3aMeIEHHBIX TUHUSIX
NIOJ/IEP’KUBAIACh TEHETHUECKAs HICHTUYHOCTh BCEro Habopa XpoMOoCcoM, 3a UCKIIFOUYSCHHEM OTHON
XpoMocoMbl. CxeMa SKCIepUMEHTa I0CTaTOYHO CJIOJKHA M BKIIIOYala TECTUPOBAHNE KaXKI0W JIMHUY B
TEUYEeHUE MHOTUX JHEU M UX COJEpKaHHe B MOBTOPOHOCTsX. ClIo)KHAs cxemMa Heo0XoauMa JIjIsl TOTO,
YTOOBI ONPEAETUTH ABISIOTCS JIM Pa3IMYMs MKy JTUHUSIMU T€HETUYECKH 00YCIIOBIEHHBIMU MU
cBsi3aHbI ¢ 3 dexkramu comeprkaHus U APYTUMH SKCIIEPUMEHTATBHBIME OInOKamMu. CyIliecTBEeHHbIC
pas3nyMs B aKTUBHOCTH OBIIIM 0OHApYy>KeHBI 11 BceX 23 (pepMeHTOB, Ul BTOPOU U TpeThei
XpoMocoMHo3aMmenrarmux cepuit. Mckmouenue cocraBuna TOU (Tpuozodocdarnzomepasa) s cepuu
BTOPOH XpOMOCOMBI. [IpHHIMITHAIBEHO CXOAHbIE PE3YJIbTAThl ObLIM MOTYUYECHBI MPH NPEICTaBICHUH
AKTUBHOCTEH KaK CKOPOCTH PEaKLMU Ha MYIIKY, Ha €IUHMILY Beca WK Ha OeKOBYI0 cyObenunuiy. bouia
TaKXe MIPoaHAIN3UPOBaHa KOPPENALUs aKTUBHOCTEN 171 map 23 (pepMEHTOB U OOHApYKEeHa TeHICHIMS K
MOJIOKHUTEIBHON reHEeTHYECKOH Koppesiiuu B akTuBHOCTH (epmenToB (Wilton et al., 1982).

CubHas NOJI0XKUTENbHAs KOPPEIALHS aKTUBHOCTEH OBTOPHO MPOSIBIIAIACH AJIS ABYX BEAYIIMX
(depMeHTOB TIeHT030-(ochaTHOrO HIyHTA — JUI TII0K030-6-hocharaeruaporenasst (I'6DPI M) u 6-
docodormokonaraeruaporerassbl (6DI'J]). IToT yuacTok MeTaboIr3Ma peryIupyeT MOTOK yIiiepoia B
IeNH, HauYuHas ¢ TII0K030-6-hocdara uepes HAIDH, uTo sBisieTcss O4eHb BaXKHBIM JUISI MHOTHX
OMOCHHTETHUYECKUX MPOLIECCOB, BKIIIOYAsl TUMUAHBIN cuHTe3. OKa3anock, 4TO IUI0A0BbIE MYLIKH, Y
KOTOPBIX OTCYTCTBYET aKTHBHOCTH 1100 ['6D/II", 1160 060uX 3THX PepMEHTOB, MOTYT BbDKMBATh. HO
MYIIKH, Y KOTOPBIX HET aKTUBHOCTU TOJIbKO 6DI'/], HE BEDKUBAIOT. DTO MPEANOIAraeT, YTo
IIPOMEXKYTOUHBIN MPOIYKT, cozaaBaeMblii 6DI'/l, MOKET aKKyMyJIMPOBAThCS 10 JIETATILHOTO YPOBHS, KaK
9TO MPOUCXOJUT CO MHOITMMHM BPOXKIEHHBIMU aHOMATMAMH MeTaboau3Ma y yenoBeka. OueBHIHO, 4TO B
YaCTHOM ClIydae MeTabonu3Ma y apo30¢uisl aktuBHOCTH pepmenTtoB [-6-OII" u 6PI' /] nenTo30-
dbochaTHOTO IIYHTA MOABEPTAIOTCS KOOPIUHUPOBAHHOMY KOHTPOJIIO ¥ IaNITHBHO (CEIEKTHBHO)
perynupytotcs. B apyrux ciydasx oOHapyKeHHas! MOJIOXKUTENIbHAS KOPPESINs aKTUBHOCTH MOKET OBITh
npocto oOycioBieHa a3 pexramMmu ucmoab30Banus obmiero cyocrpara. Hanpumep, hbepmentsr ['-6-D/I,
I'dU, ®I'M (PpocdormorkomyTtasa) u 'K (rekcokrnHaza) HCIOIB3YIOT Kak CyOCTpaT IioKo30-6-pocdar u
BCE 0OHAPYKMBAIOT MOJOKHUTEIbHYIO 3aBUCUMOCTb aKTHBHOCTeH. HanpaBieHue u cuina Koppensuuil 1uis
psina GepMEeHTOB CXO/HBI B T€OTpapUUECKH H30IMPOBAHHBIX MOMYJISILUAX, U, KPOME TOTO, 3aBUCST OT
IPUHAAJIEKHOCTH K KOHKPETHOMY THITYy M3 JIByX XPOMOCOMHBIX JIMHUH (BTOpasi MU TPEThS XPOMOCOMBI).

B Hamem co6cTBEHHOM HCCIIEIOBaHUM ObUTH OOHAPYIKEHBI PA3INUUs aKTUBHOCTH (DEPMEHTOB,
KOTOPBIE CBSA3aHBI C OMOTUITUYECKON U TakcoHOMHUYecKoi nuddepennuanueii (KapraBues, MaMOHTOB,
1983; Kaprasues u 1p., 1983, 2002), a Takxke ¢ COBMECTHON peryJiauueil AyIUIMIMPOBAHHbBIX JJOKYCOB
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(KapraBues u ap., 1985). Paznmuus mexy kxu3HeHHBIME (popMamMul (OMOTHITAMH) U PA3ITUIUS MEKIY
MOJIOJBIMHU BHJIAMH 110 YPOBHIO aKTUBHOCTH MHOTMX ()€pMEHTOB BEJIMKU M CTATUCTUYECKH HECOMHEHHBI,
TOT/Ia KaK Pa3InIus MEXy «XOPOITUMI», TaBHO COPMHUPOBAHHBIMU BUIaMH, THOO OTCYTCTBYIOT, THOO
nonist paznuyaronuxcs pepmeHToB HeBennka (Kaprasues, MamonTtos, 1983; Kaprasues u ap., 1983,
2002). Janubie pe3yabTaThl MOTYT PACCMaTPUBATHCS B TOIEPIKKY BO3MOXKHOU POJIM OMOTUITHYECKOM
U3MEHYMBOCTU B (JOPMHUPOBAHUU HOBBIX BUJIOB; Oaroiaps ciiyyaro TOT UM HHOW OMOTHIT MOXKET CTaTh
(UKCHPOBAHHBIM U MIPUOOPECTU CO BPEMEHEM PENIPOIYKTUBHYIO U30JISLUIO OT POJUTEIHCKOIO BUJA.
Xo0T4, MO-BUAUMOMY, JUI TAKOT'O BUA000PA30BaHMs PEILAIOIIYIO POJIb JOJIKHA BCE PABHO UTPaTh
M30JISIIMSL U TIpEKpallieHue MoToka reHoB (cM. ['nasa 7).

He meHee BaxHBIMU, Y€M 3BOJIIOLIMOHHBIE OCEICTBHS, B 3TUX JJAHHBIX SABJISIOTCS CUHXPOHHBIE
WU3MEHEHUs1 aKTUBHOCTEH 110 TUITYy «BKJIFOUEHUS - BHIKJIIOUEHUS, COOTBETCTBYIOIINE PE3KOMY MEPEXOY B
HOBOE COCTOsIHME 0c00€H, COCTABISAIOMINX JaHHBIN OMOTUN. DTOT BKIIOYAIONIUI MEXaHU3M IPUBOAUT Y
PBIO, KaK MpaBmIIO, K HEOOpATHMBIM M3MeHEeHHsIM (heHoTnmna. XKuibie hOpMbI THXOOKEAHCKUX JIOCOCEH
KpaifHe peIKo CTAaHOBATCS MPOXOAHBIMHU U HA000POT — MPOXOIHBIE JIOCOCH HU KOI'/la HE MTPEBPAILAOTCS B
o3epHbIe 1 peunbie Gopmel (Konosanos, 1980). MoKHO PUBECTH MHOTO TaKUX MPUMEPOB JIJISl IPYTHX
TPy )KUBOTHBIX, BKJIIOYasi HACEKOMBIX. bakTepuu Toxe UMEIOT U3MEHYMBOCTh, CXOAHYIO C
KU3HEHHBIMH (hopMamu, HO MHOTO Tipotie. [Ipy nmeccuManbHBIX YCIOBUAX OHH (DOPMUPYIOT CIIOPHI, TOT 1A
Kak B HoOpMe — 00bIuHble KieTkH. Kak ormeuanocsk (I'naBa 4), B pa3HbIxX (hazax pa3BuTHs OaKTepHaIbHBIX
KyJIBTYp QYHKIIMOHUPYIOT pa3Hble HAOOpHI TeHOB. MOKHO 3aKIIOYHTh, YTO ATUTCHETUIECKAsT PETYIISAIHS
9BOJIIOLIMOHUPOBAJIA, YCIOXKHSASACH C YBEJIMUEHNUEM CIIOKHOCTH OpraHu3MOB. /[ Bcex OpraHu3MoB He
U3BECTHBIM OCTAETCsl, KAKOW KOHKPETHBI MEXaHU3M 3allyCKaeT U MEePEKIIoYacT paboTy reHOB MPU
(dopMHpoBaHUU pa3HbIX OMoTUNOB. [10 aHAOTHK ¢ OHTOTEHETUYECKOH peryisaueil MoKHO JyMaTh, 4TO
3/1eCh TaKXe paboTaeT KacKaJHbI IPUHIIMII, HO BO3MOXKHO M YTO-TO MHOE. Bce 3Tu 3axBaTbhIBarolue
BOIIPOCHI TPeOYIOT HAyYHOH NMPOpabOTKH.

5.5. MIPAKTUYECKOE 3AHATUE 5

[Ipennonaraercss pacCMOTPETH TPU TEMBI.

1. I'etepo3urotrHocts: HabOMonaemast — Hobs u oxxunaemas — Hexp.

2. OueHKY FeHETUYECKUX PACCTOSHUM.

3. Ilporpammusiit naker BIOSYS. C nomorbio nakera nonyunts 3HaueHus Hobs, Hexp u pacctosiHuid.
Cpennsisi reTepo3uroTHOCTb (Ha JIOKYC/ HA 0c00b).

H=XLi—jhi/Lhi=1-Xmj—j pi2 , hf; — oxxunaemas rerepo3urotnocts (Hexp=HSs), pj — 4yacToTa i-

TOTO aJJIesy

L — yucno noxycos. Hobs = hj/n, hj — GakTUYeCKOE YUCIIO TETEPO3UIOT, /1 — YUCIO OCOOEH.

I'eneTtnueckue paccrosinus. CtangaptHoe paccrosinue Hest (Dy)
Dy =-In I.I — HOpManu30BaHHAas TeHETHYECKAs UICHTUYHOCH TI0 Ha0Oopy JIoKycoB. [lyist mokyca j oHa

pasua:lj = (X kj=1 x; yi) / N X kj— x;j2 X kj—7 yi 2. Ilns Bcero HaGopa nokycos I paBHa:
I=Jxy /N JxJy; zne Jxy, Jx, Jy — cpennue apudmerndeckue st cymm: X ki=1 xj yi, 2 ki=1 xi2, Z kj=1
yi2. 371ech, Xj ¥ yj — 9aCTOTHI aJlIeleil B TIOMYIIAIHUH (TAKCOHE) X U y, k — UHCIIo amnenei s Beex

MOMAPHBIX CPABHEHMIA.
MunumanbHoe paccrossnue Hesi (Dm).

Dm=1/kZXki=1 dmdm = [(Z ki=] xi2 + X ki=] yi2) /2] - X ki=] xj yi. dm — paccTosH}E IO OTHOMY
1noKycy, K — YHCII0 JIOKYCOB.
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rJ1IABA 6. TEHbI, MYTALINUN N 5BOJTIOLINSA
FMABHbIE BOIMNPOCHI:

6.1. BBegeHune B npobnemaTtuky uccnegoBaHus MyTauumm.
6.2. CTpyKTypa 1 (OyHKLUN reHoB.

6.3. Tvnbl myTauun Ha yposHe [HK.

6.4. Mytaumm n 3ameHbl aMUHOKUCIOT.

6.5. Temn myTauumn.

6.6. MPAKTUYECKOE 3AHATUE 6.

PE3IOME

1. MyTanuu BeAyT K pe3KUM U3MEHEHHUSIM HOPMaIbHOTO (DEHOTHITA WM K M3MEHUYUBOCTH H, TAKUM
00pa3zoM, MOCTABJISAIOT MaTepUal I SBOIOIUN U, B YACTHOCTH, — JIJISl TCHETHYECKUX MCCIICIOBAHUM.

2. o onpenensiemMolt UMU (PYHKIIMH T€HBI MOKHO Pa3/ICIUTh HA ABE TPYIIIbI: KOJUPYIOLUE OCTKU UIH
cTpykTypHbIe reHsl 1 PHK-koaupyrommue reHsl, OCymecTBISIONINE PETYISIIHI0. PeryiaTopHbIME OBIBAIOT
U CTPYKTYPHBIE T€HbI, IOATOMY MEKIY HUMHU HET YETKOU IPAHULIBI.

3. HykneoTuanpie 3aMeHbI MOTYT OBITH MOJPA3/CIICHBI HA ABE PA3IUYHbBIC TPYIIIBI: TPAH3UIIUH U
TpaHcBepcuu. TpaH3UIIMU — 3TO 3aMEHBI ITyPUHOBOTO HYKJICOTH 1A Ha IPYTOM MypPUHOBBIA HYKICOTH]I
(A<=Q) unn nupumuauHa Ha nupuMuuH (T<>C). TpancBepens — 3T0 3aMEHBI HYKJIEOTHI0B Pa3HBIX
tunoB (G&T, AC, CoG or AT).

4. Knaccuyeckasi TeHETUKA YCTaHOBUIIA, YTO TeMI MYTAalMii, 3aTparuBaromx (GeHOTUITHYECKHE
MPU3HAKK BHEITHEH MOP(OIOTHH HITH BBI3BIBAIOIINX JIETATBHBIC 3()(EKTHI y TAKHX 3YKAPUOTHICCKUX
OpraHU3MOB, KaK uejIoBeK, Apo3oduna, KyKypysa, cocmasnsem nopaoxa 10-5 ¢ pacueme na noxyc na
nokonenue. CpeOnuii memn amMuHOKUCI0MHBIX 3AMEH 6 MUNUYHOM DeiKe ouenugaemcs, Kaxk 4 x 10 —
7 na n0Kyc Ha nokonenue. YUUTbIBAs, UTO NIEKTPO(OpE3 BHIABIAET TONLKO OHY-YETBEPTYIO YACTh BCEX
AMUHOKHCIIOTHBIX 3aMCH, eMn Mymauuii 01 0€1K068bIX JI0KYCO8, ONPeOeIAeMbIX MENOOOM
anekmpogpopesa, cocmasnsem oxkonol0—7 na 10oKyc na nokonenue.

5. MyTaiuu urparoT NpUHIUIHAIBHYIO POJIb B MOJIEKYJISPHBIX Yacax. Temn MyTanuii u Bpems,
MPOIIEIIee ¢ MOMEHTA U30JISIIAH TeHO(OHIOB Maphl TAKCOHOB, TIPSIMO ONPEACIISIOT BETHUNHBI
HAKOTUICHHBIX 32 BPEMS U30JISALIMU T€HETUYECKIX PACCTOSHUIM MeX Ty HUMU. Takum o0pazoM, 3nas
6eIUYUHY 2eHEMUYECKO20 PACCHOAHUSA U MEeMR MyMAauuil, MO}CHO ONPEOe UMy 8pems OUGEPZeHYUN
MAaKconoe.

Chapter 6. GENES AND MUTATIONS
SUMMARY

1. Mutations lead to alteration of a current phenotype or to variability, and hence provide a subject for
genetic research. From this their importance for genetics and evolution of life in general is obvious.

2. In terms of their function, genes can be classified into two groups: protein-coding or structural genes
and RNA-coding, regulatory genes. Structural genes may participate in regulation too, and in this having
no principal difference with the rest of the genes.

3. Nucleotide substitutions can be divided into two different classes: transition and transversion.
Transition is a substitution of a purine for another purine (A<>G) or the substitution of a pyrimidine for
another pyrimidine (T<>C). Transversions are inverse types of nucleotide substitutions, when a purine is
substituted by a pyrimidine and vise versa (G T, A<C, CoG or A<T).
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4. Classical geneticists has determined that the rate of mutations, that alter phenotypic characters or

induce lethal effects, is of the order of 10-5 per locus per generation in higher organisms such as man,
Drosophila, and corn. The mean rate of amino acid substitution for average polypeptide is estimated to

be 4 x 107 per locus per year. Due to the evidences that electrophoresis detects only about one-quarter
of all amino acid changes, the rate of amino acid substitutions detectable by electrophoresis is estimated

to be about 10 —7 per locus per year.

5. Mutations play the principal role in molecular clocks. Mutation rate and time period since gene pool
separation of the taxonomic pair, directly determine the value of accumulated genetic distances between
these taxa during the time of separation. Thus, when the value of the distance and mutation rate are
known, the time of taxa separation can be calculated.

6.1. BBEOEHUE B NPOBJIEMATUKY UCCIIEQOBAHUA MYTALIUNA

B 5701 nexiumn Mbl Oy1eM HMETh JIeJI0 ¢ MyTaIlusIMe, UX dPPexTaMu U OJIU3KOM MPoOIeMaTHKOI.
['maBHOe BHMMaHue OyJIeT COCPEOTOUECHO Ha MPUPOAHBIX BUAaX. MyTaly 1al0T HOBbIE BAPHUAHTHI
00BIYHOTO (peHOTHUIIA, TAKUM 00pa3oM, GOpMUPYSI U3MEHUYUBOCTD, SBJISIOUIYIOCS OCHOBON I'€HETUYECKOTO
uccienoBanus. M3 3Toro scHo, CKOJIb BEJIMKA UX POJIb AJISl TEHETUKU U 3BOJIIOLIMU B LIEJIOM. Y OJTHUX
OpraHU3MOB MYTAIlMH BBISBISIOTCA JIETYE, YEM Y APYTUX. DTO 3aBUCUT OT OCOOEHHOCTEHN MX
OMOJIOTNYECKOl OpraHu3alyu 1, B Cllydae 3KCIIepUMEHTAIbHBIX UCCIIEJOBaHUI, OT CHOCOOHOCTH
COJIEPKAThCS B ICKYCCTBEHHBIX YCIOBHUSX B J1a00OPaTOpUU WM IPYTHX MecTax. [loaToMy n3moOIeHHBIMH
00BEKTaMHU NPU MCCIEIOBAHUN MyTallUi SBJISIIOTCS BUPYCHI M OaKTEpUH, WM SYKAPHUOTHI — APOKIKH,
HEKOTOpBIC PACTEHHS, APO30(MIIa U MBIIb. MyTanus — 3TO CKauK00Opa3HOe U3MEHEHHE B TeHAX,
Be/yllee WM He BeAyllee K U3MEHEHUI0 (PeHOTHIIA.

Kaacenpurxanus myranmia

Cnonmannsle u unoyyuposannvle mymayuu. MyTanum KI1acCUPpULUUPYIOTCS 10 pa3InyHbIM
CXeMaM, KOTOpbIe MOTYT YaCTHUHO MepeKphIBaThcs. Bee MyTanny MokHO pa3OuTh Ha JIBE TPYHIIbI —
CHIOHTaHHbIE U UHAYLMpOBaHHbIC. CIIOHTAHHBIE MYTAlMU — 3TO T€, KOTOPbIE BO3HUKAIOT EPUOANYECKH
B IIpUpoJie, 0e3 Kakoil-mudo BuauMon npuuuHbl. UHAynMpoBaHHbIe MyTAallUM BbI3bIBAIOT
HCKYCCTBEHHO, IOCPEICTBOM BO3/IEHCTBUS OIPEEIEHHOIO areHTa — XMMUYECKOI0 BEIeCTBa UIIH
n3nydeHus. OTHUM U3 NEPBBIX, KTO IPOAEMOHCTPUPOBAIl MHAYLUPOBAHHbBIE MyTaIlMH B OIBITAX 110
00TyueHHI0 Ap030(HIIbI pEHTTeHOBCKUMU JTydamu, 0611 Mémnep (H. Muller).

TI'amemuueckue u comamuueckue mymayuu. Ilpu paccmorpennu 3¢pexkroB myranuii y
9YKapHOT BaXKHO Pa3jinyath, Ie MPOUCXOIAT MyTallud B COMAaTMYECKUX KJIETKAaX MJIHU B MOJIOBBIX KIIETKaX
—ramerax. MyTaiuu B raMeTax UMeIOT OoJibliiee 3HaYeHHUE IS CyAbOBI OPraHn3Ma, Tak KaK MepeaaroTcs
HOTOMCTBY. JIOMUHAHTHBIE AyTOCOMHBIE MyTalluK Oy Iy T IPOSIBIATHCS (PEHOTUITNYECKH YK€ B IEPBOM
nokosieHuy. CIeJIEHHBIE C TI0JIOM MyTallMi MOTYT MPOSIBIISITbCS. B TEMU3UTOTHOM COCTOSIHUN y CaMLIOB,
TaKUM 00pa3oM, TaKxKe MposBATCs yke B Fi. AyTocOMHBIE K€ MyTalluH, IPH PELIECCUBHOCTH, MOTYT
MacKHpPOBATbCs y T€TEPO3UTOT U HE Cpa3y MPOSIBATCSA B IOTOMCTBE.

Jpyeue kamezopuu mymayuii. Ha ocHoBe 3(p(peKTOB, OKa3bIBa€MbIX Ha OPraHU3MBbI, BBIIEISIOT
pa3HooOpa3Hble TUITBI MyTaluil. OfHAa U Ta ke MyTaIisl MOKET ObITh OTHECEHA K Pa3HbIM KaTeropusM. B
IPUHIMIE, YUCIIO PA3IMYHBIX KATETOPUH MOXKET COOTBETCTBOBATH PA3HOOOPA3HIO CYIECTBYIOLIUX TPy
npu3HaKoB. Tak, MOXKHO BBIACTUTH: (1) Mopgoaorudyeckne MyTauuu, U3MEHSIONINE, HapUMep, Gpopmy
CEMsIH y TyIIMCTOro ropouika — rajgkue, MOPLUIMHUCTBIE, (2) MHILIEBbIC WM OHOXHMMHUYEeCKHe MyTALUH,
KOTOPBIC BHI3BIBAIOT H3MEHEHUS B META0OIMYECKUX LIETIAX, (3) moBeleHYeCKHe MyTAIlUH, MCHSIOIINE
MoBeJICHUE 0CcO0€eH, (4) peryJasiTopHble MyTAIlMU, BIUSIONINE Ha aKTHUBAIIMIO U MHAKTUBAIIUIO TEHOB, (5)
MYTaIH KU3HECTIOCOOHOCTH MOXHO KJIacCU(UIIMPOBATH, KaK, JeTaJlbHble, HelTpaJabHbIe,
OJIaronpusiTHbIC U BpeHble MyTalMH, (6) HaKOHEL, OOJBIINHCTBO NEPEUNCIEHHBIX MyTalluii MOXKET
CYILIECTBOBATh KaK yCJOBHbIC MyTalMu. J[0oycTUM, 4TO MyTalusl IPUCYTCTBYET B TEHOME OpPraHu3Ma,
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HO OHA MOXET HE MPOSBIATHCS B ONPEIEICHHBIX YCIOBUAX. Hanbosee n3ydeHHBIMHI U3 TAaKOTO PoJa
MYTaIUH SBJISAIOTCS TEMIepaTypHO-UYyBCTBUTENIbHBIE MyTallii, OOHAPYKEHHbIE y OOJIBIIOTO YUCa
opranu3moB. [Ipu onpeneneHHON, «pa3penIeHHOW» TeMIIEpaType MyTaHTHBIM I'€HHBIN IPOLYKT
(GYHKIHOHUPYET KaK HOPMaJbHbIH, HO TEpseT CBOIO (YHKIMOHATIBHOCTD MPH JPYTOH, «3amperieHHOon
Temneparype. B 3axitoueHne Ha30BeM ellle OJIHYy IpyIIy MyTalMi, - 3TO TaK Ha3bIBa€MbI€ TOYKOBbIE
MYTal1H, KOTOpPbIE BbI3bIBAIOT HeOObIINE n3MeHeHus: B Mosiekyie JIHK. Onu npoTuBonocTaBistoTCs
XPOMOCOMHBIM MYTAIIHsIM, KOTOpPbIE, KaK OTMEYaJIOCh, JIydIIe KJIacCu(GUIMpPoBaTh Kak XpOMOCOMHBIE
[IEPECTPONKH.

OOHapy:keHHe MyTallUH ¥ UX IPUYHHBI

[TposiBneHue MyTanuii 3aBUCUT OT MHOTHX (p)aKTOPOB, B TOM YHCJIE OT CaMOr'0 TUIA OPraHU3Ma.
COOTBETCTBEHHO, METO/IbI OOHAPYKECHHUSI MYTAIMi 3aBUCAT OT CIICIUPUKU H3yIaeMbIX 00BEKTOB.
MeToapl, KOTOpbIE IPUTOIHBI 11 OAKTEPHiA, COBCEM HE 00513aTENIbHO XOPOIIHX AJIS YeIOBEKa MU
npo3oduibl. O0Hapy)eHue MyTaluil y 0akTepuid ¥ Tpu00B OCYIIECTBUTH HanbOOIee MPOCTO.
MuKpooprasusMsl U3 IPUPOIbI, «AUKOI0» THIA, IPU UCKYCCTBEHHOM COJIEPKaHUH TPEOYIOT TOIBKO
MUHUMAJIBHOH Cpefibl, CHHTE3UPYS JIsl CBOEH KU3HEAESITEIbHOCTH BCE OCTAIbHbIE KOMIOHEHTHL. DTH
OpraHu3Mbl Ha3bIBAIOT MPOTOTPOPHBIMH (IIpoTOTpodamu). [I03TOMYy MyTaHTHBIMH OCOOSIMU SBIISIFOTCS
T€, KOTOPbIE HE MOTYT pacTU Ha MUHUMAaJIbHOU CpeJie, U Ha3bIBAlOTCA OHU AyKCOTPOPHBIMU
(aykcotpodamu). buoxumuyeckue nin NUILEBble MyTaHTBI MOT'YT OBITh OIPEIEIIEHBI U BbIACICHbI
METOIOM HCKITIOYCHHUS, HA OCHOBAaHUU UX CIIOCOOHOCTH PacTd B TOJHOM cpelie ¢ HEe0OXO0AUMBIMU
KOMITOHEHTaMH 1 OTCYTCTBUH pOCTa B MUHUMAaJIbHOU cpezie. MyTaHTbl MOTYT ObITh OOHAPY KEHBI
BU3YaJbHO IO pOCTy OaKTepHalIbHbIX KOJIOHUH Ha arap-arape. Jlanee npuMeHstoTcsl 10 Heo0X0JUMOCTH
pas3In4HbIe JPyTHe METOJIbl MOJIEKYJIIPHOM FeHETUKH, YTOOBI TIOHATH CTPYKTYPY UCCIIEAyEMOro IeHa,
XapakTep caMoi MyTallUu U TOYHO KapTHUPOBATh €€ PACIOIOKEHHE.

B yem mpuunnbl MyTanuit? MyTanuu — 3T0 CI0XKHBIH Mpolece U 00CykKIeHHe pa3HO00pa3Hsl
IPUYUH UX 00yCIIOBIMBAIOIIMX JIEKUT BHE OCHOBHBIX HaIlpaBJIEHUH 3TOro Kypca. Tem He MeHee,
HE0O0XO0IMMO MIPUBECTH XOTsA ObI HEKOTOPBIE 0o0IIen3BecTHbIE MprunHbl (JKumynes, 2002, c. 213-216;
Klug, Cummings, 2002, p. 283-285). OTMeTHUM, 9TO XUMHUYECKOM OCHOBON OYEHh MHOTHX TOYKOBBIX
CIOHTAHHBIX MyTalUi SABJISIETCS 3aMEHa OOBIYHBIX HYKJIEOTHUIOB UX METUIMPOBAHHBIMU aHAJIOTaMH,
KOTOpBbIE IUI0X0 penapupyroTcs. TayToMepHbIe EpeXobl B SHOIBHYIO U IMUHO(DOPMBI B MOJIEKYJIaX
HYKJICOTUIOB TAKXKE SBJISIOTCSA IPUYMHAMU YBEIMUYEHUS UX HeCTaOMIbHOCTH. ClIeICTBUEM TaKUX
epexo10B MOXeT ObITh 0Opa3oBanue atunuuHblXx A-C u G-T map, Beqyliee K NOSBICHHIO CIIOHTaHHBIX
3ameH B JIHK. Ouens Benuka posib Mmexanu3moB penapauuu JJHK u PHK B BO3HUKHOBEHHHM MyTaluid.
Tak, omm6ku B padore JJHK-nonumepassl u xumuueckas MOAU(pUKALKs IUTO3WHA JAIOT CIIOHTAaHHBIE
myTaruu. Ommoku B Xoae nonuMepusarui JJHK oObIYHBI 1 MIMEIOT 4acTOTy OKOJIO 107 Koppekropuas
3°-5’-3Kk30HyKeasHas aktuBHOCTH JJHK monmmmepas cHimkaer sty uactory 10 107° B pacuere Ha
HYKJICOTH . PenapaTuBHBIC MEXaHU3MBI 1aJIee €IIE YMEHBIIAIOT 3Ty YacTOTY, HO, TEM HE MCHEE,
oTpeieIeHHas YaCTh U3MEHEHHH, BOSHUKIIUX B T€HAX U MOMYJISAIMAX 0CO0€H, OCTAIOTCs, YTO U
o0ecrieunBaeT CIOHTAaHHBIM MyTareHes.

6.2. CTPYKTYPA U ®YHKUUA TEHA

Ml paccMOTpECIM KOHICTIIUIO I'CHa U €ro HeﬁCTBHC B IPCAbIAYIIUX JICKIHAX. XO0T4 Hale
noHMMaHue (yHKIIMOHUPOBAHUSI TEHOB B IJIaHE UX YYacTHs B MOP(OTEHE3e U PEryIsIiK OCTaeTCs
BC€CbMa OI'paHUYCHHBIM. Hpemz[e, YCM MBI PACCMOTPHUM TCEMII TOABJICHUA MYTaI_II/Iﬁ n ux
pacnpocTpaHeHue, He0OX0IUMO HAIIOMHUTh, KaK YCTPOEH T'€HETUYECKUI KO/l M C KAKUMHU THUIIaMH F€HOB
O6bI‘-IHO HUMECT ACJI0 UCCICA0OBATCIIb.

THnbI TeHOB M YHUBEPCAJIBbHOCTH KOJa

CornacHo cBoeil (hyHKIMH T'€HbI MOKHO Pa30UTh Ha JABE IPYMIIbI: CTPYKTYpPHBIE TEHBI,

komupytommue 0enku, 1 PHK-xkoaupyromue reasl. CTPyKTYpHBIE TeHbI Yepe3 MPOIecC TPAHCIAIUN
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oOecnieunBaroT cuHTe3 0enkoB U ux npousBoaHbix. PHK-koaupytomue renst npoussoast TPHK, pPHK u
HekoTopsle aApyrue, Tuna MiPHK (mansie sinepasie PHK). Ot PHK sBisitoTCS KOHEUHBIMU MPOYKTaMU
cooTBeTcTBYOIKX reHoB. pPHK BXxozsT B coctaB pubocoM U SIBISIOTCS 4acThIO MPOLiEcca TPAHCISALUH U
cuHTe3a 6enka, a TPHK, XoTs Taxke yyacTBYIOT B TPAHCISLMH, SIBJISIOTCS IOCPETHUKAMH,
oOecneunBaromMMH npespaienue nupopmanu MPHK B amMmrHOKHMCIOTHYI0 TOCTIE10BATENBHOCTD B
6enke (cM. ['naa 3). @ynkuuun MaPHK He Bo BceM MOHATHBI, HO SICHO, YTO OHHM BaXHbI JUIS
TPAHCKPHUIILUHU U MpolieccuHra. YacTb CTpyKTypHbIX F€HOB U 00ibnHCTBO PHK-K0AMpYIOMINX reHoB
YUYacTBYIOT B Pa3IMUHBIX PETYJIATOPHBIX (QYHKIMSX: PEryslus peruIMKaluu, TPAHCKPHUIILINHY,
TPaHCISALUU U )KU3HEHHOTO 1IMKJIA, BKIIFOYasl KJIETOYHOE JejieHue U oHToreHe3. OHM Ha3bIBAIOTCS
PeryJsiTOpHbIMH FeHAMM, XOTSI HET YETKOW I'PaHULBI MEX1y HUMH U CTPYKTYPHBIMHU I'€HaMU, KaK MBI
BUJIUM.

I'enernueckuil Kox, B LEJIOM, SIBJISIETCS YHUBEPCAIbHBIM IUI1 BUPYCOB, IPOKAPHOT U 3YKapHOT.
Heb6onpimme Bapuanuu umerorces. Tak, B MUTOXOHIPUSX U XJIOPOIJIACTaX HEKOTOPbIE KOJOHBI
OTIMYAIOTCS OT AfepHbIX. Ko /i reHoB KieToYHoro siipa npuseaeH B Tabauue 6.2.1. Kaxnomy
TpexOyKBEeHHOMY 0003HaUYEHHIO KOJJOHA COOTBETCTBYET TPEXOYKBEHHOE 0003HAUCHHE IS aMHHOKHUCIIOT
(Tabm. 6.2.1). Mmeetcst 4°=64 BO3SMOXKHBIX KOJOHOB, 00Pa3yOIHXCS IPH KOMOUHHPOBAHHH YETHIPEX
Pa3IUYHBIX HYKI€OTUAOB: afeHuHa (A), ryanuna (G), ypaunuia (U) u nuto3una (C) B TpexuJieHHbIE
€IMHUIIBI-CIIOBA, Ha3bIBaeMble TpuIuieTamu win kogonamu. Tpu u3 Hux (UAA, UAG, UGA) sBisoTcs
TOJIKO CTOIl KOJJOHaMU WJIM IIPEphIBATENIMU CUHTE3a (HOHCEHC KOJOHBI), HEe 00ecreurBasi HUKaKoro
KO/ia 11 aMUHOKHCIIOT. OcTanbHble KOJOHBI (CMBICI0BbIE KOAOHBI), BCEro Takux 61, ompenenstor Ty
WIHM UHYIO0 aMUHOKHCIIOTY .

Tabnuua 6.2.1. Koaupytowmi cnosapsb (o Klug, Cummings, 2002)
Table 6.2.1. The coding dictionary (From Klug, Cummings, 2002).

MepBas byksa BTopas 6ykBa kogoHa TpeTbst bykBa
KogoHa U C A G KoOoHa
U ®eH (Fen) Cep (Ser) Tup (Tyr) [uc (Cys) U

®en (Fen) Cep (Ser) Tup (Tyr) Huc (Cys) C

Jleit (Leu) Cep (Ser) Crom (Stop) Crom (Stop) A

Jle#t (Leu) Cep (Ser) Crom (Stop) Tpn (Trp) G

C Jleii (Leu) I[Tpo (Pro) I'uc (His) Apr (Arg) U
Jleit (Leu) ITpo (Pro) I'uc (His) Apr (Arg) C

Jleit (Leu) I[Tpo (Pro) I'mu (Gln) Apr (Arg) A

Jleit (Leu) ITpo (Pro) I'mu (Gln) Apr (Arg) G

A Une (1le) Tpe (Thr) AcH (Asn) Cep (Ser) U
Une (Ile) Tpe (Thr) AcH (Asn) Cep (Ser) C

Une (1le) Tpe (Thr) JIuz (Lys) Apr (Arg) A

Mer (Met) Tpe (Thr) JIuz (Lys) Apr (Arg) G

G Ban (Val) Ana (Ala) Act (Asp) I'mu (Gln) U
Bai (Val) Ana (Ala) Act (Asp) I'ma (Gln) C

Ban (Val) Ana (Ala) 'y (Glu) I'mu (Gln) A

Bai (Val) Ana (Ala) I'ny (Glu) I'ma (Gln) G

ITpumeuanne. U — yparun, C — muto3uH, A — agennH, G — ryaand. AUG KoaupyeT METHOHHH, HHAIIHATOPHYTO
AMHHOKHCJIOTY B OOJIBIINHCTBE MONUIIENTHAOB (BbIIENIEH LIBETOM). Bee npyrue aMMHOKHCIIOTHL, 32 HCKIIOUEHHEM
Tpunrodana, KOTOPbIH KogupyeTcs Tonbko TpuruieroM UGG, mpencTaBieHbl OT IBYyX A0 IIeCTH KOJOHOB.
Tpurerst UAA, UAG u UGA siBisirotest cromn kogponaMu. [IoCKoNbKY nMmeeTcst Toiabko 20 aMUHOKHCIIOT, TO
SICHO, YTO KOJI SIBJISIETCS U30BITOYHBIM, TO €CTh, 0OJIEE UeM OJIMH KOJOH JaeT KOAUPOBKY JIJIsl OJJHOU U TOU
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e aMMHOKHCI0ThI. KoJioHbI, oOecnieunBaroiye 00pa3oBaHne 0JJTHOM U TOM e aMUHOKUCIIOTHI,
Ha3bIBalOT CHHOHUMHYHBIMH KOJOHAMM, a 3aMEHbI B HUX (MyTalli1) — CHHOHUMUYECKHMHU.

Kaxk otmedanoch BBIIIC, KOA MUTOXOHAPHUAJIBHOI'O r€HOMaA CJICTKa OTJINYacTCA, YTO

MPOWJUTIOCTPUPOBAHO ISl TEHOB MUTOXOHApUI MiekonuTaromux (Ta6m. 6.2.2). B MutoxoHapuaibHOM
reHoMe kKogoH AUA, KOTOPBI KOIUPYET U30JICUIINH B SACPHBIX TeHAX, HCIIOJIB3YETCS IS IH(PPOBAHUS
metnoHHHa, UGA He ABIsieTCs CTOI KOJOHOM, a kKonupyeT Tpuntodan. Haobopot, kononst AGA u AGG
— 3TO CTON KOJOHBI BMECTO KOJIUPOBAHUS apTrUHUHA. [ eHETHUECKUH KO IPOXIKEH TaKKe HECKOJIBKO
OTIIMYAETCs OT MUTOXOHApHaNbHOTO Koaa (Tabm. 6.2.2).
Tabnuua 6.2.2. [eHeTn4ecknin Kog MUTOXOHAPUAnbHbIX reHoB mnekonutatowwmx (Mo Nei, 1987)
Table 6.2.2. The genetic code for mammalian mitochondrial genes (From Nei, 1987).

KoooH |AmuHo- KonoH AmuHo- |KopoH AmuHo- |KopoH AmuHo-
KUcnota KUCnoTta KUcnoTta KUCnoTta
vuu Phe ucu Ser UAU Tyr UuGU Cys
vuc Phe vucc Ser vAC Tyr uGcC Cys
UUA Leu Uuc4 Ser UAA Ter UGA Trp
vuG Leu UucG Ser UAG Ter UGG Trp
CcUU Leu(Thr) ccu Pro CAU His CGU Arg
CUE Leu(Thr) ccce Pro cAC His CcGC Arg
CcUA Leu(Thr) Ccc4 Pro CAA Gin CGA Arg
cUG Leu(Thr) cCcG Pro CAG Gin CGG Arg
AUU He ACU Thr AAU Asn AGU Ser
AUC He ACC Thr AAC Asn AGC Ser
AUA Met(lle) ACA Thr AAA Lys AGA Ter(Arg)
AUG Met ACG Thr AAG Lys AGG Ter(Arg)
GUU Val GCU Ala GAU Asp GGU Gly
GucC Val GccC Ala GAC Asp GGC Gly
GUA Val GCA Ala GAA Glu GGA Gly
GUG Val GCG Ala GAG Glu GGG Gly

HpI/IMC‘IaHI/IC. Komons! ans Z[pO)I()KCﬁ OTJIMYAOTCS TOJBKO HEMHOTO. OTINYHS MTOKAa3aHEl B CKOOKaX.
YHI/IBepcaJ'IBHOCTB KOIa NOATBECPIKAACTCA MHOTOUUCIICHHBIMUA SKCIICPUMCHTAMH, B TOM YHCJIC C

npuMeHeHrneM pekomOuHaHTHBIX JIHK, B pe3ynbrare yero 6akrepranbHble T'eHbl YCIEIIHO

TPaHCKPUOUPYIOTCS U TPAHCIUPYIOTCS B 3YKapUOTUYECKOM I€HOME U Ha000pOT. XOTs, C YBEINUEHUEM
HOBBIX HKCTIIEPUMEHTANIBHBIX IaHHBIX, CTAJIO OYEBUIHBIM, YTO [I€PBOHAYAIbHAsL YBEPEHHOCTD B
a0COTIOTHON YHMBEPCATBHOCTHU KO/1a YK€ HE CTOJIb HECOMHEHHA. B yacTHOCTH, y mpocTenmx
Paramecium n Tetrahymena, xonousl UAA u UAG He SBISIOTCS TEPMUHUPYIOLUMH KOJAOHAMH, KaK Yy
BCEX 3YKapHOT B SAEPHBIX T€HAX, a KOAUPYIOT IIIyTaMuH. {151 O4HOr0 U3 MPOCTEHIINX MPOKAPHOT,

Mycoplasma capricolum, cron xonon UGA ucnonb3yercs 11 KOIUpOBaHUs TpUNTO(aHa.
Tpumiernas npupoaa Koaa

B 1950-¢ roast I'amoB (Ilut. mo Patuep, 1998), a no3anee bpannep ¢ komteramu (Brenner et al.,
1961) nepBbIME MPEATOTOKUIA HA OCHOBE TEOPETHUUECKUX COOOPaKEHUH, UTO KOJI IOIKEH OBITh
TpeXOYKBEHHBIM, TaK KaK TP OYKBBI CMBICIIOBBIX «CJIOBY MPEACTABISIIOT MUHUMAJILHOE YHCIIO 3HAKOB,
KOTOPBIE HEOOXOUMBI JUISI KOJUPOBAHUS N3BECTHBIX 20 aMHUHOKHCIIOT: 4° = 64. Kox mo nBe OykBHI B
CJIOBE, COCTABJICHHOM U3 YETHIPEX HYKICOTH]IOB, MPEACTABISAET TOIBKO 4’=16 YHHUKAIbHBIX KOJTUPYIOLIUX
BapuaHTOB. YeThIpeXOYKBEHHBIN KOJI MOXKET ONPEACIISATh 4*= 256 c11oB, 4TO ABISETCS Ype3MEPHOI
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U30BITOYHOCTHIO. DKCIIEPUMEHTAIbHBIC JaHHbIe, 0000menHbie Kpukom n Yorconom (F. Crick, T.
Watson), moATBepkAanu TPUIUIETHYIO Ipupoy kona. Mcnonb3ys gar T4, oHr u3ydyanu MyTauuu paMKH
cunteiBanus (frameshift mutations). Pavka cuumsieanus — smo nauano u KoHey mpauciayuu, a
MHTEPBAJl MEXKy CTAPTOBBIM M CTOM KOJJOHOM Ha3bIBaeTCs OTKPBITOM pamkoil cuuthiBanus, OPC (Open
Reading Frame, ORF). MyTanuu BO3HHKAIOT KaK pe3yJIbTaT J0OABICHUS WIH yIAJICHUS OJHOTO U
00JIBIIIETO YKClia HYKJICOTHIOB B TeHe U cooTBeTcTBeHHO B PHK, TpaHckpubupymoii ¢ Hero.
[Tpuobperenne umy moTepsi OAHOM WK OOJIBIETO YKCiia OyKB CABUTAECT PAMKY CUUTHIBAHHS B XOIC
Tpancnsanuu. OJTHAKO €ClI TPU 3aMEHBI BBI3BIBAIOT MY TAIIUIO, TOTJ]a paMKa CYUTHIBAHUS
BoccTaHaBnuBaercs (puc. 6.2.1, [ u 11). Takoe noBeneHre BO3MOXKHO, €CITH KOJI SABJISICTCS] TPUTLIICTHBIM.
[Iponenannas paboTa Takke mokasaia, YTO KOJ He SIBISETCS MyCThIM, a KoaupyeT 20 aMHHOKHCTIOT B
Oenkax, mpeAroaras ero H30bITOYHOCTh WIN BBIPOKIEHHOCTD.

L(A) WcxopHas pamka McxooHas nocneaoBaTenbHOCTb I
TrrTTTTTTTTTTTT .
GAGGAGGAGGAGGAG GCUGCU GCUGCU GCU GCU GCcu

Ala Ala Ala Ala Ala Ala Ala
C ‘ Bcraska: A
C BcrasneHo
T R T GCU GCUY AGC UGC UGCUGCUuGC
GACGACGGAGGAGGA Ala Ala Ser Cys Cys Cys Cys
HapyleHHasa pamka Reneuns: G
(B) NcxopHas pamka GCU GCU AGC UGLC UCU GCU GCU
T T rTrrrIrrrrrrrr Ala Ala Ser Cys Ser Ala Ala
G A(.(.A‘(',('. AGGAGGAG
Puc. 6.2.1. Buuanue s¢hgpexma mymayuu pamxu
CAG
‘ CAG BcrasneHo cuumsleanus Ha nociedosamenviocmo J[HK,
noemopswy0 mpuniemuyio nociedosamenvrocmos GAG.
C' A' C'.& ACAGC (J'. A' L' Ll A' r_.l G' A' (' 1. (A) Bcmaska eounuunozo Hykieomuoa cosueaem

COOMBEMCmMBYIOUYI0 pAMKY CUHUMbIBAHUS 011 Mpuniemd,
(B) scmaska mpex HyK1eomuoo8 usmeHsem mojibko 08a
mMpuniema, Ho pamKka CHUMbIBAHUS 3ameM
soccmanasnusaemcs (Ilo Klug, Cummings, 2002).

1. Ilokaszan Opyeoii npumep couea pamxu
CUUMBIBAHUS BCIEOCMBUE BCIABKU U OeNeYUU.

Fig. 6.2.1. The effect of frameshift mutations on a DNA
sequence repeating the triplet sequence GAG.

1. (A) The insertion of a single nucleotide shifts all
subsequent triplet reading frames, (B) The insertion of
three nucleotides changes only two triplets, but the frame
of reading is then reestablished to the original sequence.

1. Another example in frame shift due to insertion
and deletion (From Klug, Cummings, 2002 with adds).

HapyweHHas pamka BocTaHOBNeHHaa pamke

Buiposrcoennocmo kooa u e2o nenepexpvieaemocmsp. VIcxons U3 KOAUPYIOILETO CI0Baps SICHO,
YTO KOJI SABJIIETCS BRIPpOKACHHBIM (Tabu. 6.2.1), kak u ObUI0 MpeAcKa3aHo B paHHUX padoTax. [Toutu Bce
AMHHOKUCIIOTHI ONPEACIISIOTCS IBYMsI, TPEMS MM OOJIBIIMM YHCIOM KOJOHOB. TpH aMHUHOKHUCIIOTHI
(cepuH, apryUHUH U JEWLNH) KOAUPYIOTCS KaX/1as MEeCTbio KoJoHaMH. Tonbko TpunToaH 1 METHOHUH
JeTePMUHUPYIOTCS] YHUKaJIbHBIMU KosloHaMu (Tabm. 6.2.1). B renernueckom koze kogoH AUG koxupyet
METHOHUH, HO 3TOT KOJIOH TaK)K€ UCIIONIb3yEeTCs KAK MHULIMUPYoNUi KoAoH. [loatomy kaxxnas MPHK
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MMEET 3TOT KOJIOH B HavaJle TPaHCKPUIILUH U MTO3JHEE OH yaaysercs u3 uenu (cM. ['nasa 3).
BBIpoXIEHHOCTB KOJJa UMEET ellle 0COOCHHOCTh B TOM, YTO 3HAYMMOCTh HYKJICOTHJIOB B KOJIOHE
HeoanHakoBa. HanbobIy0 CMBICTIOBYIO HArpy3Ky HECYT MEpBBIE J1BA HyKJICOTHAA. DTO BEET K
HEKOTOPOH CBOOOIE MITN «IIATAHUIO» KOJa. DTy OCOOCHHOCTh B BUJIE TUIIOTE3bI chopmynupoBan Kpuk
(Crick, 1966). TpuruieT uiu KOJOH OIPEIeNsIeT OAHY aMHUHOKHUCIIOTY, YOI TPUILIET,
COOTBETCTBEHHO, KOJIUPYET MOCIIEIYIOUIYI0 aMUHOKUCIOTY. TO ecTh, KO/l He MMeeT MpoOesIoB U He
NePEKPBIBACTCS; KAXKIBIN KOJOH HCmoib3yeTcs npu npouternn OPC mocienoBaTebHO O/IMH pas,
HayMHas ¢ (UKCHPOBAHHOM CTAPTOBOW TOUKH.

6.3. TUMNbl MYTALUUN HA YPOBHE OHK

3ameHBbl, JeJIeliH, BCTABKH U HHBEPCHH

[Tockonbky Bce Mopdonornueckue, OMoXuMUIecKkue, GU3N0IOTUIECKUE U IPYTHE MPU3HAKH
KOHTPOJIUPYIOTCSI reHamMHu, JJokanu3oBaHHbIMH B JIHK, 1100b1e MyTaninoHHbIe N3MEHEHUS 3TUX MPU3HAKOB
oOycnosiens! n3meHeHussMu B JJHK. MoxHO BpIIETHUTH YeThIpe OCHOBHBIX TuMa n3MeHeHuit B JJHK: (1)
3aMeHa OJIHOTO HYKJIEOTHAA Ha JIPYToil B IEPBUYHOM MMOCIIEI0BATEILHOCTH, (2) BCTABKU HYKJICOTH/IOB B
CYIIECTBYIOIIYIO MOCIeA0BaTeNbHOCTS (puc. 6.2.1, la-b), (3) Aeneunn HyKICOTHAOB U3 MOCIEAOBATEb-
HocTH (puc. 6.2.1,1I), (4) uHBepcuM MopsiKa MOCIEAOBATEILHOCTH HYKJICOTUIOB. BeTaBku, Aenennu u
WHBEPCHH MOTYT MPOUCXOUTH AJISL OJTHOTO MM HECKOJIBKHUX HYKJICOTHIOB (CM. IpUMEpHI Ha puc. 6.2.1).
BceraBku 1 nenenuu MOryT CIBUTaTh paMKU CUMTHIBAHUS, BE/ISI TMOO K YACTUYHOMY, JIMOO K MTOJIHOMY
MEPEOCMBICTMBAHUIO KOAUPYIONIEH MOCIeA0BAaTEIHLHOCTH B TeHe (cM. puc. 6.2.1).

TpaH3UUMU ¥ TPAHCBEPCUH

Hyxneotuanpie 3aMeHbI (3aMeIeHHs) MOTYT ObITh pa3/esieHbl Ha JBE KATETOPUU: TPAH3UIUM U
TpaHcBepcuHu. TpaH3ULMs — 3TO 3aMeHa OJJHOTO IypHUHa APYTUM IypuHoM (A«—QG) Win nupuMuIuHa —
npyrum mupuMuuHoM (T < C). 3ameHbl 00paTHOTO TUIIA, TO €CTh, MypuHa Ha MUpUMUINH GoT, A-C,
C—G u A—T HaszpiBatoTCs TpaHCBEpcUsIMHU (puc. 6.3.1).
Puc. 6.3.1. Tpanzuyuonnwvie, (A<>G u T->C) u
MPanceepcuonHule, (Yemolpe Opyaux) Kamezopuu
HYKIeOMUOHbIX 3ameH. Temn 3amen mpan3uyuii u mpaceepcutl
cocmasnsem, coomeemcmeenno - . u f (Ilo Nei, Kumar,
2000).
Fig. 6. 3.1. Transitional, a (A<—G and T~C) and
transversional, [ (four others) nucleotide substitutions (From
Nei, 1987).

c MupmnagnHbl T

MonekyIspHO-TEeHETUUECKHE TaHHbBIE TTOKA3bIBAIOT, UTO
G BCTaBKH U JIEJICLIUU BCTPEUYAIOTCS JOBOJIBHO YaCTO, OCOOCHHO
BHe koaupyronmx yyactkoB JIHK. Yuciio HykineoTn10B BO
BCTaBKE, WM BOBJICUCHHBIX B JICJICLIUIO, BAPbUPYET OT OAHOTO
WJTM HEMHOTHUX JI0 HECKOJBKHX ThIcs4. KopoTkue BCcTaBku Un
aenenuu — 3To 00braHo omnbku perummkanuu JJHK. Jlnunabie
BCTaBKU U JICJICIIMH YaIlle BCETO SIBJISIOTCS PE3yIbTaTOM
HEPaBHOT'O KPOCCHHIOBEPa WM MEepPEeMEIeHUs (TPaHCTIO3HUIINN)
¢parmenta JJHK (cm. I'maBa 16).
IIpeodaanarwnue HanpaBJIeHUs HYKJIEOTUIHBIX 3aMeH

HNmeeTcst MHOTO pa3iMUHBIX T€HETUYECKUX U3MEHEHHH, O KOTOPBIX TOBOPHIIOCH PaHEE U T€, YTO
OynyT paccMOTpeHsbI mo3ske. OJIHaKo, eCliu pacCMaTPUBATh TOJILKO MEPBUYHBIE MTOCIEI0BATEIFHOCTH
JHK, To 601bIIMHCTBOM U3MEHEHHI SBJISIOTCS HYKJICOTHIHBIEC 3aMeHbl. [Ipu ciyuaitHoCTH
BO3HUKHOBeHUS MyTanuit ans yetbipex Hykineotunos JHK (A, T, C, u G), MOXHO 0XKHIaTh, UTO
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TPaHCBEPCUU JIOJDKHBI OBITH B JIBa pa3a 0ojiee 4acThIMU, YeM TpaH3uuuu (cM. puc. 6.2.1, 43 / 2a). Ha
MpaKTUKE, OJTHAKO, TPAH3UIIMH CiTydaroTcs Jarie, ueM oxuaaercs (Fitch, 1967; Vogel, 1972). Tak, npu
UCCJICIOBAaHHH TICEBIOTEHOB, He (DYHKIIMOHUPYIOIINX, «MOJTYAIINUX» T€HOB, KOTOPBIC, KaK
MIPEANoaraeTcsi, BO3HUKIIN MOCPEICTBOM TyTUIMKAITMN POJICTBEHHBIX TeHOB (cM. ['11aBa 16), 3ameHbI B
HUX MIPEIOIAraloTCsl HEUTPATBHBIMU — TO €CTh, CTyYalHBIMU UJIM B OCHOBHOM CTOXaCTHYECKUMU, U
3aBUCAT TOJIbKO OT Temna myTaruii (Nei, 1987, Chapter 13). B uccnenoBanusx I'otio6opu u Jlu ¢
coastropamu (Gojobori et al., 1982; Li et al., 1984) BeIssCHUIIOCH, YTO TIPU CPABHEHUHU TICEBJIOTEHOB C
OpUTHHAIILHBIMU FeHaMH yacToTa TpaH3uuui (59.3%) muoro Boimie, yem oxunaercs (33.3%) (Taou.
6.3.1). OmHako 4 BOBMOXKHBIX THIIA TPAH3UIIMK HE OJMHAKOBBI 110 YaCTOTE, TaK 4To 101 3ameH C> T
BBIIIIE, YeM JPYTHX TUIOB. bosnbiinas yactora C—=> T 3aMeH, NO-BHIMMOMY, CBA3aHA C METHIMPOBAHHEM
uto3nHa B CG HyKIIe0THaX B TEHOME, HO BO3MOXKHBI M IpyTrue npuanHbl. Hao60poT, Bce TpaHCBEpCcHU
MIPOUCXOST C MPUMEPHO paBHOM yacTotoi (Tabm. 6.3.1). buoxumuyeckne NpUINHBI HEPABHBIX YaCTOT
3aMmeH obcyxnanuch B muteparype (Topal, Fresco, 1976; Gojobori et al., 1982) u mMbI 31€Ch Ha 3TOM He
ocTaHaBlMBaeMcs nojapooHee. [y qanbHERIIero U3M0KeHHs BaKHO JIUIIb IOMHUTH, YTO TEMIT
MYTaIMOHHBIX 3aMEH JIJISl YeThIPEX HYKJICOTHUIOB HE PABEH.

Tabnuua 6.3.1. OTHOCKMTENbHbIV TEMN MyTaumi YeTblipex HykneotnaoB A, T,Cn G B

ncesgoreHax (lo Li et al., 1984)
Table 6.3.1. Relative mutation rates among the four nucleotides A, T, C, and G in pseudogenes
(From Li et al., 1984)

MymaHmHbIl Hykiieomud UcxoOdHbIl Hykneomud
A T C G
A 4.4+1.1 6.5+1.1 20.74+2.2
T 4.7+1.3 21.0+£2.1 7.2+1.1
C 5.0£0.7 8.2+1.3 5.3+1.0
G 9.4+1.3 3.3+1.2 4.2+0.5

[Ipumeuanne. OLieHKM TeMIIa MyTalluidi OCHOBBIBAIOTCS Ha JaHHBIX O HyKJIEOTUAHBIX 3aMEeHax B 16
IICEBIOI€HAX MJIEKOMUTAOIIHX.

6.4. MYTALUUUN U BAMEHbI AMUHOKUCIOT

ITockonbKy aMUHOKHMCIIOTHASI ITOCJIE0BATEILHOCTD MOJUIIENTHIA ONPEAEIIAETCS
II0CJIEI0BATEIBHOCTBIO HYKJIEOTH/IOB B CTPYKTYPHOM TI'€HE, TO JIt00as 3aMeHa B AMUHOKHCIIOTHOM
II0CJIE0BATENBHOCTH BBI3bIBAETCS MyTanuei, BosHukarouei B JJHK. Ognako MyTaiimoHHbIE H3MEHEHUS
B JIHK He 00s13aTenbHO NPUBOIAT K 3aMEHAM aMHHOKHUCIIOT B CHITY BBIPOXKJIEHHOCTH T€HETHYECKOTrO KO/1a
¥ BO3MOXKHOCTH CHHOHMMHYECKHX 3aMeH. JKCIIEpUMEHTaIbHAst METOJMKa OOHAPYKEHUSI MyTaIlHii, KaK B
ciydae anektpodopesa 6enkoB (cM. ['1aBa 5), Takke MOKET BECTH K HEJIOOLICHKE YHCIIa MyTaIii.

Ecnu 3aMeHbI HyKJI€OTHIOB TPOUCXOIAT CIYUYaiHO, TO 0151 HE CHAHOHUMUYECKHX MYTalluid MOXKET OBITh
BBIUHCIICHA C UCIIOJIb30BAHUEM M€HETUUECKOro Koja. Eciiu MbI mpuMeM, 4To BCe KOJIOHBI UMEIOT PaBHYIO
4acTOTy B T€HOME, a TEMIT 3aMeH NMPHOIM3UTEIHHO OAMHAKOB JIJIsl BCEX YETHIPEX HYKICOTHOB, TO OIS
HE CHHOHUMHUYECKHX 3aMeH OyneT paBHa 71%, uckitouas HoHceHe myTanuu (Nei, 1975). Takum
o0pa3omM, 0koJ10 29% MyTaIuii, BOSHUKAIOIUX HA HYKJICOTHIHOM YPOBHE, HE MOKET ObITh OOHAPYKEHO
IPY aHAJIN3€ AMUHOKHCIIOTHBIX MTOCIIE0BATEIbHOCTEH. DTa U pa U3MEHUTCS HE CUIIBHO, €CIIA Mbl
cenaeM Ooiee peaTuCTHUHBIEC PEAIIONI0KEHUS O BEPOSITHOCTAX HYKICOTHIHBIX 3aMEH U 4acTOTax
KOJIOHOB.

Ecnu Bocmonb30BaThesl TEHETHYECKUM CI0BapeM, NpuBeaeHHbIM B Tabiunax 6.2.1 u 6.2.3, To
MOYKHO OOHApY’KUTh, YTO CHHOHUMHUYECKHE KOJIOHBI BOSHUKAIOT U3-3a U30BITOUHOCTH TPETHETO
II0JIO’KEHUS B KOZIoHE. Pacuer nokaspiBaeT, 4To NpuMepHO 72% 3aMeH HyKJIEOTUIOB B TPEThEM
HOJIOKEHUHU 1al0T CAHOHUMHUYECKHE KOJOHBI. AHAJIOTMYHO MOXKHO OOHAPYXKHTb, YTO 1O IEPBOMY
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HYKJICOTUY CHHOHIMHUYECKHE 3aMEHBI TIPOUCXOIST, HO MX JOJIS MEHBIIIE H COCTABIISIET OKOJIO 5%.
Hakownern, mo BTopoMy HYKJIEOTHIHOMY TMOJIOKEHHUIO CHHOHUMHUYHBIX 3aMEH He OOHAPYKUBAETCS COBCEM.

Kak mo4epkruBanoch B MPeIbIIyIHIX JEKIUAX, B TIOMYJISIIHOHHON TEHETHKE U MOJIECKYJISIPHON
TaKCOHOMUHU OENIKOBBIE Pa3UYHsl YACTO UCCIETYIOTCS TOCPEICTBOM 3JIeKTpodopesa, HO MPU 3TOM
BBISIBJISIFOTCS JINIIb puMepHO 25-30% mytanuii (I'nasa 5). MoHO 3aMETUTh, YTO UyBCTBUTEIBHOCTh
anekTpodopesa hepMeHTOB B 0OHAPYKEHUU T€HETHIECKOW H3MEHYMBOCTA MOKHO 3aMETHO yBEIUYUTD,
IPUMEHSISI TETUIOBYI0 00paboTKy (Ayala, 1975) u Bapbupyst ycinoBus aekrpodopesa (Singh et al., 1976;
Ramshaw et al., 1979; Coyne, 1982; McLellan, 1984; Aitana, 1984). Ognaxo, 3TO BeeT K CHXKEHUIO
CKOpPOCTH 00pabOTKH BBIOOPOK U3 TIOMYJISIIHIA U, TIO3TOMY, 3TH YCIOKHEHHBIE METOTUKH HE TTOTY YN
007bII0TO pactpocTpaneHus. [loTeHInanbHO MOAXOIUT U1 AaHATTN3a TeHETUYECKOM N3MEHUYUBOCTH
OCIIKOB METO]T U303JIEKTPUIECKOT0 (DOKYCHPOBAHUS, KOTOPHIN 00IagaeT OOJbIICH pa3peniaromei
cnocobHocThio (Whitney et al., 1985), HO OH He HalIen NpPUMEHEHHsI IPU aHamu3e (HepMEHTOB, OCHOBHBIX
TeHHBIX MapKepoB. [IByMepHBIi 31eKTpodope3 — 3TO IPyroi MOAX01, MOTYUUBIINNA pPa3BUTHE B TEHETUKE.
[Tpu ncmonb30BaHUU ATOTO METO/1a, KaK MOsICHEHO B Jlekiuu 3, cyMMapHbIe SKCTPAKThI, BKIIOYAOIINE
MHOTHE OEJKH, TTOIBEPTAIOTCS 3IEKTPo(ope3y NoouepeIHO B IBYX HampasieHusx. [lpunyem cocra
O0ydepoB MOKET MEHATHCS B IEPBOM U BTOPOi (haze 3exTpodopesa, YTO NOTEHIIUATBHO TTO3BOJISET
BBISIBUTH OOJIBIIIOE pa3HOOOpasne OEIKOB, PA3IOKUB MX JaXe IO MENTHIOB, H TAKXKe MPOAHATU3UPOBATh
3HAYUTENbHOE Yncio ocobeil. Tak, ['onaman ¢ komneramu (Goldman et al.,1987), ucronb3ys 3Tot
MIOJIXO/1, BBIABHJIH 383 pa3iMyHbIX MOJHUIETITHIA Y YeTIOBEeKa U APYTUX TOMUHU. B mpuHIume,
pasperniaronias cnocooHocts Bapbupyet oT 200 1o 10000 dppaxmwmii (cm. I'masa 3, puc. 3.4.1). Onnako
JI0J1s1 TIOIMMOPQHBIX JIOKYCOB, OIpEeNsieMasi 3TUM METOJIOM, HIDKE, YeM IPH 0OBITHOM 3JIEKTpodopese
(Aquadro, Avise, 1981; Ohnishi et al., 1983; McLellan et al., 1983; Aitana, 1984). JlanHoe
00CTOSITENILCTBO CBSA3aHO, O-BUANMOMY, C TEM, YTO IPH STOM METO/I€ OKPAIIUBAIOTCS, B OCHOBHOM,
Ma)KOpHBIE KOMIIOHEHTHI 00pa3lioB OETKOB KIETOK, KOTOPBIE MPEICTABICHBI CTPYKTYPHBIMH O€IKaMH,
TaKUMHU, KaK aKTUH, MUO3WH, TUCTOHBI U T.11. DT 0eJKku 00Jiee CUILHO HArpy>KeHbI (DYHKIIMOHAIEHO U
MOJIBEPTalOTCSl HOPMATU3YyIOIIeMy 0TO0pY, MUHUMHU3HUPYIOIIEMY HIIM YCTPAHSIOIIEMY COBCEM HUX
n3MeHunBoCTh (Kimura, 1983a; Nei, 1987).

6.5. TEMIN MYTALMA

IIpsimble MeTOABI OLIEHKH

Temn CIOHTaHHBIX MYyTAIMH SABISETCS OJHUM U3 KIIOYEBBIX MapaMETPOB B MOMYJISIIHOHHOM
TCHETHKE, YEM OIPEICIISACTCS] BAXKHOCTD ITOJIYICHHS €T0 HAJCKHBIX OIICHOK. TeM He MeHee, 3TOT BayKHBIN
napaMeTp He OB OLIEHEH Ha OCHOBE MOJIEKYJISIPHBIX MAapKEPOB B JOCTATOYHO OOJIBIIIOM KOJTHYECTBE
TakcOHOB. OIHA U3 TPYIHOCTEH MOyICHHUS MTPEICTABUTEIBHBIX OIICHOK COCTOUT B HU3KOH YacToTe
MYTalui, 9T0 TpeOyeT aHalln3a OTPOMHBIX BEIOOPOK 0CO0€i Mo HECKOIBLKUM MapkepaM. B kinaccuyeckoit
TCHETHKE JIJISI HECKOJBKUX 3YKAPUOTUICCKUX OPraHU3MOB (UEIOBEK, MBIIIIb, AP030HIIa, KyKypy3a)
CIIOHTaHHBIM TEMI MyTaluil ObUT OIICHEH MO0 MOP(OIOTUIECKIUM MYTAIUSIM U MyTaIHsIM
’KU3HECTIOCOOHOCTH (JIeTany) KaK BelnnunHa nopsaka 10-5 Ha noxyc Ha nokonenue. OIHAKO MO ITHM
JTAaHHBIM HUYETO HEJIb3s CKa3aTh 0 Temrie MyTanuii Ha ypoHe [JHK. K Tomy ke, 60IBIIMHCTBO
MOP(OIOTHUECKUX MYTaIlUi SBIISIOTCS, KaK MPAaBUIIO, BPSIHBIMU, HE TOBOPS O JIETANX, U,
COOTBETCTBEHHO, MAJIO BIHSIIOT HA YBOJIIOIIMOHHYIO HCTOPUIO BUA. J[1s1 CpaBHEHUs, TEMII HE BPEIHBIX
MOP(OTOrMYECKUX MyTalUii y sUMEHs ObLI OLIEHEH, KaK He npeBblmarommii 8.6x10-9 Ha nokyc na
nokosieHue ¢ 95%-ubiM noBepuTenbHBIM ypoBHeM (Kahler et al., 1984).

Ha ocHOoBe MeTO10B OMOXUMUYECKON U MOJIEKYJISIPHOM T€HETHKH B MOCJIEIHUE TOAbI OSBHIOCH
HEMAJIO OIIEHOK TeMITa CIIOHTAHHBIX MyTanuid B omyJsmusax (Lewontin, 1974; Jlumbopckast, 1981;
Vogel, Motulsky, 1986; Nei, 1987; Antyxos, 1989). MacmrabHoe uccienoBaHue ObLIO MPOBEICHO HA
nposodmine Myxkau ¢ coaBropamu (Mukai, Cockerham, 1977; Voelker et al., 1980). Dtu aBTOpHI
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AQHAJIM3UPOBAIM CIIOHTAHHbBIE MyTal[Ml HA OCHOBE aJNIO3UMHBIX JAHHBIX Ul CEMU JIOKYCOB y D.
melanogaster, nonnepxusas 1000 nunuii B Teuenue 211-224 nokoneHuit. Yucao reHO-MOKOICHUH (YUCIIO
IPOAHAIU3UPOBAHHBIX T€HOB, YMHOKEHHOE Ha YHMCIIO MOKOJIEHNI) TOCTUIIIO B ATUX ombITax 3 111 598, a
TEeMII MyTallui, 1o olleHKe apyrux ucciuenosareneit (Voelker et al., 1980), coctaBun Ha OKyC Ha
nokoserue 1.28x10-6 u 3.86x10-6, cooTBeTCTBEHHO, IS MYTallMi 3aTparuBarolnX MOABUKHOCTH U JJISt
HyJeBbIX auieneit. [lozaaee 0610 0OHAPYKEHO, YTO JTMHUU APO30(UITBI, C KOTOPBIMH PabOTaIH ATH
ABTOPBI, HECYT F'e€HBI-MYTATOPHI, YBEIMYUBAIOILIUE TEMII JeTaIbHBIX MyTaluii oyt B 10 pa3. OcTanoch
HESICHBIM, BJIUSIIOT JIM 3TH T'€HBI Ha TEMI MYTallMi B AJJIO3UMHBIX JIOKycax Win HeT. B mro0om cirydae,
MOJTyYEHHBIE OIICHKH MOKa3aJId, YTO TEMIT MyTalllii Ha MOJIEKYJISPHOM YPOBHE MOKET ObITh HUXKE, UeM
TEMIT HEKOTOPBIX MOP(OTOTUIESCKIX U JICTATBHBIX MYyTAIHH.

[Tocneanee 3akioueHrEe MOATBEPKIACTCS TaHHBIMU HccienoBanus Ha sumeHe (Kahler et al.,
1984). N3yuas 3mekTpoopeTHIECKy0 N3MEHINBOCTD TATH ()EPMEHTHBIX JIOKYCOB, U TIOJYYUB, B IEJIOM,
841 260 reHo-moxoneHu U He OOHAPYKUB HU OJHON MYTallUHU, 3TU aBTOPHI CIEIANU pacUeTHOE
3aKJTFOYEHUE, YTO TEMIT MYTAIlMi TOJDKEH ObITh HE HIDKE 3.6x10-6 Ha JIOKYC Ha MOKOJIEHUE, C 95%-HbIM
JIOBEPUTENBHBIM YpOoBHEM. MaciiTaOHbIe UCCIIeIOBAHMSI ObLTH IPOBEACHBI TAKKE HA MOMYJISAIIIX
yenoBeka (Harris et al., 1974; Neel et al., 1980; Antyxos, 1989). XoTs B nmepBbIx ABYX padoTax ObLIO
uccie0BaHo cyMmapHo 522 119 reHoB, HM 0J{HON MyTaiuu He Obl10 00HapyskeHo. Mcxons u3 3Tux
nannbix Hun ¢ komneramu (Neel et al., 1980) 3akimroumiin, 4To TEMIT MyTaluii 10keH 6bITh 6 X 10-6 Ha
JIOKYC Ha MoKoJieHue ¢ 95%-HbIM JOoBepUTENbHBIM ypoBHEM. [10-BUIUMOMY, 3TH OIICHKU OJIM3KH K
CEJICKTUBHO HEUTpPaIbHBIM TOYKOBBIM MYTAIlMOHHBIM COOBITUSIM. HeKkoTOpbIe MOJIEKYIIpHbIE MapKEPhI
MOT'YT 1aBaTh TEMI MyTallUi, 3aMETHO OTJIMNYAIOIIUICS OT IIPUBEIACHHBIX OLIEHOK - 1.9x10-4, u 6u3Kumit K
9aCTOTE BHYTPUICHHBIX peKoMOHHaImit — 6.8x10™ (AnTyxoB i ap., 1983).

HenpsiMmbie MeTOAbI OlIEHKH

MHorue aBTOpbI IPUMEHSIIA HENPSIMBIE METOBI OIICHKH TeMI1a MyTAIUN JJIs aJIeNeH,
komupyrommx pepmentsl (Neel, 1973; Nei, 1977a; Neel, Rothman, 1978; Bhatia et al., 1979; AntyxoB,
1989). OTH onieHKH 6a3UPYIOTCS HA JIOMYIIEHUH PABHOBECHS B MOIYJIALUU MEXIYy MyTalusMu, Tperdom
u ectectBeHHBIM 0TOOpOM. Heem (Nei, 1977a) monydeHa orieHKa TeMIta MyTallui JTsl SITOHCKUX MaKak C
HCIIONb30BaHKEM 29 GeNKOBBIX JIOKYCOB, KOTOpas cocTaBmia 2.3 x 10-6 Ha j0oKyc Ha moKoJeHue.
Bbazupysice Ha pabote Hes u pacmupsis ee Kumypa (Kimura, 1983c¢) oreHun 105110 BpeIHBIX MyTalui
cpenu Bcero ux Habopa kak 80-96%. I1o ero ouenke (Kimura, 1983¢) Temn myTaruii 115t OocTaBIIencs
9aCTU HEUTPAIBHBIX MyTAIMi COCTABMII Ha JIOKYC Ha nokoneHue 1.65 x 10-7. OpuruHanbHbIi MOIX0/
npeyiokeH ANTYXOBBIM ¢ coaBTopamu (AnTyxoB u 1p., 1983; Antyxos, 1989). ABTopamu rccneaoBaHbI
peaKue alielIbHbIC BApUAHTHI IO (PepPMEHTHBIM MapKepaM OTACIBHO I MOHOMOP(HBIX U TOTUMOP(HBIX
JIOKYCOB COCHBI OOBIKHOBEHHOM Ha ABYX (hazax KU3HEHHOTO IMKIA. «ICTUHHBII TeMNn MyTaiuil ObL1
onenen kak 1.9 x 10-4, Torma kak yacTora MyTaluii 1o moauMoppHBIM Mapkepam Kak 8.7 x10-4
(AntyxoB, 1989, Tabmuma 5.8). Kak u B padote Kumypa (Kimura, 1983c¢), moguepkuBaeTcs TakKe, 4To
OOJIBIIMHCTBO HOBBIX MYyTAIIMiA MO JIOKYCaM, KOAUPYIOIIUM OENKH, ABIsAI0TCA BpeAHbIMU. Koaddunment
€CTECTBEHHOTO 0TOOpa Ha IBYX (hazax )KU3HEHHOTO ITUKJIA OIIEHEH Kak mpuMepHo paBHbIi 70% (s=0.71;
Antyxos, 1989, Tabnuma 5.8). X0oTs moaydeHHbIE OIIEHKH BIOJHE COCTOATEIbHBI, HO OHH 0a3UPYIOTCS Ha
JOTYIICHUH TeHETUYECKOTO PABHOBECHS B MOMYJISANU. [[0CKOIBKY HUKAKUX JaHHBIX 00 3TOM HE
UMEEeTCsl, TO MPUBEJCHHbBIE BEJIMYMHBI TEMIIA MyTalliil MOXHO pacCMaTpUBaTh KakK MpeBapUTENbHBIE.

OueHKH TeMIna MyTaluid 10 CKOPOCTH FeHHbIX 3aMeH

Ecnu gomyctuth, 4To OOJNBIIMHCTBO 3aMEH B FeHaX MPOUCXOISIT CTOXaCTUYECKH U SBIISIOTCS
CEJICKTHBHO HEUTPaTbHBIMU, TO TEMIT MyTaIlUil MOXKET OBITh OIICHEH HAa OCHOBE JIAHHBIX O HYKJICOTHUIHBIX
3aMeHax. JTa BO3MOKHOCTh CBSI3aHA C TEM, YTO TEMII 3aMEH B TeHaX (0.) JJIsi HeUTPATbHBIX My TaIlil
paBusieTcs ckopoctu myTarui (i) (Nei, 1987, Chapter 13). B peanbsHOCTH, HCXOAS U3 TIPEABITYIIETO
o0cyx1eHus, OOJIITUHCTBO HOBBIX MYTAallUi HE SBIISIOTCS HEUTPATLHBIMH, & 00JIaJAaI0T BPEIHBIM
3(PeKTOM U T0ITOMY OBICTPO YAAIAIOTCS U3 MOMYJISIITUN HOPMATU3YIOMNUM («OUUIIAIONIAM» ) OTOOPOM.
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[TosTOoMy, eciu oLleHMBaTh TEMI MYyTaIil IPU JOMYIIEHUH L = O, TO 3TO JIOJKHO IPUBECTH K
HEJOOLIEHKE CYMMAapHOI'0 TeMITa MyTaluil. VckiitoueHrne B 3T0M OTHOIIEHUN MOTYT IIPEICTABIIATh
TMICEBJIOTCHBI, B KOTOPBIX €CTECTBEHHBIA 0TOOp, OUEBUIHO, 0TCYTCTBYeT. OnHaKko, kak ormeuaeT Heii (Nei,
1987, p.32), mogoOHast OlleHKa MOKET OBITh UCIIOIB30BaHA JIJISl TPOBEPKH «HYIIb-TUIIOTE3bI
HEUTPAJIbHBIX MYTALWi, [IOCKOJIBKY B TEOPUH HEUTPATIbHOCTH MOJIEKYJISIPHON 3BOIIOLUHN
paccMaTpuBalOTCs TOJIBKO T€ MyTalli, KOTOPbIE BHOCAT BKJIAJ B T€HHbIE 3aMEHbI HJIU B TIOJTUMOP(HU3M
(Kimura, 1983a,b).

B reHomax MHOTMX TaKCOHOB 3YKapHOT IICEBJOTE€HbI BCTPEYAOTCS BeCchbMa 4acTo. [lockonbky
IICEB/IOTEHBI HE UMEIOT KaKol JTMO0 0OHApYy)KEHHOH (YHKLMH, 001I1Iee YMCI0 My TaI[li MOKHO OLIEHUTH I10
TEMITy HyKJICOTHIHBIX 3aMEH, €CJIH BpeMsl MOTepu (HyHKIIMOHATLHOCTH sIBJIsieTCsl M3BeCTHRIM (Nei, 1987,
p.147). HexoTopble OlIeHKH TeMIa HYKJICOTHIHBIX 3aMeH JJIsl ICEeBAOTeHOB (b) MPUBOIATCS BMECTE C
JAHHBIMU 1)1 (PYHKITMOHUPYIOMUX TeHOB B Tabm. 6.5.1.

Tabnuua 6.5.1. Bpems ¢ momeHTa gynnukauum (Tqg), Bpemsa ¢ MOMeHTa notepu dyHKuuu (Tn), n
TeMn HyKNeoTUAHbIX 3aMeH Ha canT B rog (b) Ana pasnuyHbIX NCeBAOreHoB rnobuvHa; a,, a, u
a;, 0603HaY4aloT TeMnbl HYKNEeOoTUAHbLIX 3aMeH AN NePBOro, BTOPOro 1 TPETLErO NMOMOXEHUIN B

KogoHe dyHKUMoHanbHbIX reHoB (1o Li et al., 1981 3aumcmeosaHo u3 Nei, 1987)

Table 6.5.1. Times since gene duplication (Tq), times since non-functionalization (Tp), and rates of
nucleotide substitution per site per year (b) for various globin pseudogenes; a,, a, and a,, denote the
rates of nucleotide substitution for the first, second, and third nucleotide positions of codons in functional
genes, respectively (From: Li et al., 1981 adopted from Nei, 1987)

e lMokazamenb
Td Tn b ai az as
(MnH*) (M1H) (x10°) (x107) (x10°) (x10°)

Mbiwb Ya3 27 23 5.0 0.75 0.68 2.65
Yenosek Ya1 49 45 5.1 0.75 0.68 2.65
Kponuk Y2 44 43 4.1 0.94 0.71 2.02
Kosa ¥R n W 46 36 4.4 0.94 0.71 2.02
B cpegHem 4.7 0.85 0.70 2.34

IIpumeganne. *MIH — MUJUTMOHOB JICT Ha3al.

W3 nanHbIX TaOAHIBI crieayeT, uTo (1) TeMm 3aMeH HYKJIEOTHIOB B (YHKITMOHATBHBIX T€HAX
MHUOTJIOOMHA, MPOaHAIM3UPOBAHHBIX Y TE€X K€ BUOB, UTO M IICEBAOTEHBI, HAUBBICIIUN IO TPETHEMY
MOJIO’KEHUIO B KOJIOHE U (2) TeMIT HyKJIEOTHIHBIX 3aMEH B MICEBJOTEHAX BJIBOE BBIIIE, YEM
COOTBETCTBYIOIIAsE BETUYHHA JaKe IO TPETheMy ToJIoKeHuIo B kKogoHe (Tabum. 6.5.1). B cpearem temt
HYKJICOTHIHBIX 3aMeH cocTapiseT 4.7x10-9 Ha HykineoTus B roj. YUHTHIBas CKa3aHHOE paHee, 3Ty
BEJIMYMHY MOXHO paccMaTpUBaTh KaK TEMI MyTalUil 1151 HEUTPaJIbHBIX T€HOB. [ TOOMHOBBIE T€HBI
MJIEKOMUTAIOIIUX COCTOAT U3 423 HYKJIEOTUAOB WIIU, COOTBETCTBEHHO, U3 141 xomoHa. [Toatomy,
CyMMapHBbIi TEMIT MyTaluii Ha reH (B KOAUPYIOLIEH 4acTh) MOXKHO oleHHTh Kak 2.0x10-6 B rox (Nei,
1987). [Ipeanonaras, 4To CpeIHss MPOTKEHHOCTH MOKOJICHUS Y YeJIOBEKA B €T0 IBOJIFOITMOHHON
uctopuu Obua opsiaka 20 J1eT, MOXKHO OIIEHUTh CyMMAapHBIA TEMIT MyTallui 7Sl KOAUPYIOIIET0 PeTHOHA
reHa o-ro0uHa yenoseka kak | = 4.0x10-5 nwa mokonenne (Nei, 1987). s Apyrux reHoB, Kak
MOTYEPKHYTO BBIIIE, TEMI MYTaIlUi MOXKET OBITH €IIe BBIIIE: [l = 1.9x10-4 unm vHOTHA JaXKe TOCTUTAET
TBICSIUHBIX U COTBIX Aosel (AntyxoB, 1989). D10 Beicokue TeMnbl MyTanuidi. OgHAKO CIeayeT IOMHUTD,
YTO B (DyHKIMOHAIBHBIX T€HAX 3T MYTallUU YIMMUHUPYIOTCS OUUIIAIONIMM OTOOPOM Ha pAaHHUX CTaJAMSIX
YKU3HEHHOTO IMKJIa ¥ HE BOBJICUEHBI B JAIbHEHIIIYIO SBOJIOLUIO B TOMYJISIUAX. TeMI OCTalbHBIX
MYTalui, COOTBETCTBEHHO, IOJKEH ObITh HIKE.

[IpuBeneHHbIE BBIIIE JaHHBIE TPEIIOIAraloT, YTO CAHHOHUMHYHbBIE 3aMEHBI HYKJICOTH/I0B
MPOUCXOAT OoJiee 4acTo, YeM He CHHOHUMHYHBIE, BOBMOXKHO JIa)Ke, UTO TEMII 3[IECh TAKOU ke, KaK 10
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nceBJoreHaM. TeMIT CHHOHUMUYHBIX 3aMCH MOXKET OBITh OIICHEH C TIOMOIIBIO METO/1a, KOTOPBINA OyIeT
paccMOTPEeH HECKOJIbKO mo3xe. Ha ocHOBe mo100HbIX 1M0o1X0/10B ObLT0 Moka3aHo (Miyata et al., 1980; Li
et al., 1985b), uro TeMn CHHOHUMUYHBIX 3aMEH CXOJEH JJI1 MHOTUX Pa3IMYHbIX T€HOB, TAKUX KaK O- U [3-
IJI00MHA, TOPMOHA POCTa U APYTHUX, U YTO CPEIHUIN TEMIT MyTallui I TPYIIbl MICKOMUTAIONIUX Ha
HyKJIeoTHJ1 B ToJ1 paBeH 4.6x10-9 (Nei, 1987, Table 5.6). DTOT TeMI HOYTH COBNAIAET C TEMIIOM MyTaIHii
JUTSI TICEBJTIOTEHOB. DTO MPENOJaraeT, YT0 CHHOHUMUYECKIE MYTAI|H, TO-BUIUMOMY, HE TIOJIBEPKEHBI
KaKOMY-JIN0O OUMIIAIOIIEMy OTOOPY, XOTSl Ha 3Ty TEMY OCTAIOTCS €Ill€ HEKOTOPhIE MPOTUBOPEUUBBIC
JaHHBIE, BO3MOKHO, CBSI3aHHBIE CO CTATUCTHYECKUMU OIIMOKAaMU OLIEHOK. Ecnu Bce-Taku
MPEIOJI0KEHNE CIIPABEIMBO, TO TEMIT HEUTPAIbHBIX MyTallMii MOKHO TaKKe MPOTECTUPOBAThH Ha
OCHOBE CHHOHUMHUYHBIX 3aMEH HYKIJICOTHIOB.

Briie paccmatpuBanuch TONBKO sifiepHble reHbl. OHAKO N3BECTHO, YTO TEMIT MyTalluil
MUTOXOHJIPHAIILHBIX T€HOB Y MJICKOMUTAIOIINX W IPYTHUX OPTaHU3MOB BBIIIIE, YEM Y SACPHBIX TEHOB
(Brown et al., 1979; 1982; Avise, 1994). BecbMa BBICOKHI TEMIT TOYKOBBIX MyTalliid ObLJT OOHAPYKEH Y
oaxrepuii u PHK Bupycos (Air, 1981; Holland et al., 1982; Nei, 1983; Gojobori, Yokoyama, 1985;
Anuxansa u ap., 1985; JIstoun, 1987; Russel, 1998, p.629). ¥V 6akrepuit TeMn MyTaIuii 10CTUTACT 10° -
107 na noxyc Ha noxonenue (JIstounn, 1987, c. 41). B uccnenoBaHusIx HyKICOTHIHBIX 3aMEH y BUpyca
rpumnma A oOHapy»KeHO, UTO TEMIT MyTallui JOJDKEH cocTaBiATh nopsaka 0.01 Ha HyKJI€OTUIHBIN CalT B
roJl, 4TOObI OOBSICHUTH OOHAPYKEHHYIO CTEMIEHb AUBEPIeHIIMU IITAMMOB. JTO MOYTH HA IIECTh TOPSIKOB
BBIIIIE, 9Y€M TEMII 3aMEH B SICPHBIX T'eHAX dyKapHoT. B ropssunx Toukax reHoma E. coli CIIOHTaHHBIN TeMIT
TpaH3UIMI U cTom MyTanwuii coctaBnseT 2, 3, 10 u naxxe 100 Ha ren /ac (Russel, 1998). IIpeanonaraercs,
YTO TH BBICOKUE TEMITBI CBSI3aHBI C OTCYTCTBUEM KM CJIA00CTHIO penapanuoHHbX Mexanu3MoB B JJHK u
PHK y Bupycos u 6akrepuii (Holland et al., 1982; JIbtoun, 1987; XKumynes, 2002).

J1J1st 9BOJTFOIIMOHHOM T€HETHKH, KaK CKa3aHO paHee, BAXKHO 3HATH TEMIT MyTAIlHid B TOW YacCTH,
KOTOpasi BHOCHUT BKJIAJ] B 3aMEIICHUS aMUHOKHUCIIOT B O€KaXx, U, TAKUM 00pa3oM, ONpeaemsieT uxX
nosuMopdu3M B momyJisusx. [Ipu momynieHnr HeUTPaTbHOCTH, TEMIT MyTaIlUil MOXET OBITh OIICHEH 10
aMUHOKHUCIOTHBIM 3aMerieHusiM (Tabm. 6.5.2). To ecTs, TeMn MyTaluii Uit ONPEEICHHOTO MOJIUIEeNTH A
3aJ1aeTCsl TEMITOM 3aMEIICHUI Ha aMUHOKHCIIOTHBIN CaliT, TOMHOKCHHBIM Ha YUCJIO aMHHOKHCIIOT B
nonunenTuae. Temn MyTaluii BAppUPYET 3HAYUTEIHHO IS PA3HBIX TOJUNENTHIOB, KaK 3TO
IIPEJICTaBJICHO B HccienoBannn Yakpadoptu u coaBTopoB (Chakraborty et al., 1978) (puc. 6.5.1).
[Tony4yenHoe pacnpenenenue NpUOIN3UTENBHO CIIEAYeT TaMMa-pacpeAesieHUIO CO CPETHUM, PAaBHBIM
2.47x10-7, u cTaHAapPTHEIM OTKJIOHEHUEM - 2.51x10-7. U3MeHUNBOCTH B TEMIIE 3aMEICHHUI Ha
MOJUTIENTH]T MOKET OBITH 00YCIIOBIICHA JIMOO PA3TUYUSIMHU B YHCIIE aMUHOKHCIIOT, JITMOO TEMIIOM
3aMeIIeHNI Ha CaliT.

Tabnuuya 6.5.2. Temn aMUHOKUCIMOTHbIX 3aMELLEHNUAN Ha aMUHOKUCIIOTHbIW CanT B 10° net
(x 10°%) B pasnuuHbix 6enkax (Mo Dayhoff, 1978, 3aumcmeosaHo u3 Nei, 1987)
Table 6.5.2. Rates of amino acid substitutions per amino acid site per 10° years (x 10°) in
various proteins (From: Dayhoff, 1978, adopted from Nei, 1987)

Benok Temn Benok Temn
QubpuHonenmuosb! 9.0 TupompornuH, bema uerib 0.74
'opmoH pocma 3.7 [TapamupuH 0.73
lg kanna yenu C peauoHa 3.7 [NapsanbbymuH 0.70
Kanna ka3euH 3.3 WHeubumop npomeassi, mun BP1 0.62
lg eamma yenu C peauoHa 3.1 TpuricuH 0.59
JlromponuH, 6emma uerb 3.0 MenaHompornuH 6emma 0.56
lg nam6da uenu C peauoHa 2.7 Anbgha KpucmarnniuH, A uerb 0.50
Komnnemenm C3a aHaghunokokcuH |2.7 OHOOPUH 0.48
JlakanbsbymuH 2.7 L{umoxpowm b; 0.45
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YacTtoTa, %

Bernok Temn Benok Temn
3AnudepmaribHbIl hakmop pocma  |2.6 UHcynuH (u3 MopckoU C8UHKU U 0.44
ympuu)
ComamomponuH 2.5 KanbyumoHUH 0.43
[NaHKpeamuyeckasi puboHykneasa |2.1 HetpogusuH 2 0.36
Jlunomponu+H 6emma 2.1 lMnacmoyuaHuH 0.35
"anmoanobuH, anbga yernb 2.0 JlakmamdezaudpozeHa3sa 0.34
Cb180pOMOYHbIU anbbyMuH 1.9 AdeHunam KuHa3sa 0.32
Qocgponunasa Az 1.9 Tpuo3zogocgham usomepasa 0.28
WHeubumop npomeassl, muna PST1|1.8 BasoakmueHbil kuwe4Hbit nenmud |0.26
[ponakmuH 1.7 KopmukompornuH 0.25
lNaHKpeamuyeckuli 20pMOH 1.7 lmuueparnboeaud-3- 0.22
gpocghamOeaudpozeHasa
KapboaHaudpa3za C 1.6 L{umoxpowm ¢ 0.22
JlrompornuH, anbga yerib 1.6 ®eppodOKCUH pacmeHul 0.19
'emoenobuH, anbgha yerb 1.2 KonnazeH (U3 Hernoemopsirouuxcs 0.17
KOHU,08)
emoenobuH, bemma uyerb 1.2 TpornoHuH C, ckennemHou 0.15
MYyCKynamypbl
Jlunuo-cssasbigarowuti 6eriok A-I1 1.0 Anbgha KpucmarnnuH, B uernb 0.15
rfacmpuH 0.98 [ riroka2oH 0.12
JIu30UUM XXUBOMHbIX 0.98 [mromamamaoeaudpozeHasa 0.09
MuoeanobuH 0.89 ['ucmoH H2B 0.09
Amurnoud AA 0.87 ['ucmoH H2A 0.05
Pocmoeolu chakmop Hepeos 0.85 ['ucmoH H3 0.014
Kucnbie npomeassbl 0.84 Y6ukeumuH 0.01
MueHUH, OCHOBHOU beniok 0.74 ['ucmoH H4 0.010
— Puc. 6.5.1. Pacnpedenenue memna

AMUHOKUCTOMHDBIX 3aMeujeHUll Ha NOJUNenmuo 6
200. Hucno npoananu3uposanHbix nOIUNenmuoos
pasHo 41 (Ilo Chakraborty et al., 1978).

Fig. 6.5.1. Distribution of the rate of amino acid
substitution per polypeptide per year. The number
of polypeptides used is 41 (From Chakraborty et
al., 1978).

3amMeTuM, 4TO CPeIHHUM TeMI 3aMelIeHU N
(MyTanmii) IpUOJIU3UTEIHHO PABEH MPOU3BEICHUIO
— cpemnero Temna 3amemnenui u3 Taoma. 6.5.2 (1x10-

T
0 ox1077 1076 - 9) u cpenHero uncIa aMUHOKHUCIIOT HA TTOJUIIENTHL
Temn aMMHOKUCNOTHbLIX 3aMeLleHUn . N
(240). Pa3nuuus B TeMrie 3aMelIeHUN Ha CalT

MMPECAIIOJIOKUTCIBHO OTpaXar0T USMCHYUBOCTL B
HMHTCHCHUBHOCTH OYMINAIOIICTO 0T60pa.

I~
|

Cnez[yeT 3aMCTUTD, UYTO 6CJ'IKI/I, 10 KOTOPbIM OBLI HCCIICIOBAH TEMII 3aMEIIeHUI aMUHOKHUCIIOT
BBIIIIC, ObLIH B CpCaAHEM HEOOJIBIIIOTO pasmMepa; CpEaAHEC YNCJI0 aMUHOKHUCIIOT Ha IMOJUIICTITU] COCTABUIIO
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YacrtoTa,

o/

240. BonpIIMHCTBO OETKOB, NCTIOIB3YEMBIX IPH IEKTPO(POPETHIECKUX UCCIEIOBAHUAX, 3HAUUTEIEHO
Oonbie B pazmepe. Pacnipenenenne MmonekymsipHoro Beca 119 6enkoB mokasbiBaeT 0osee TouHOe
COOTBETCTBHUE TamMma pactpenenenuto (puc. 6.5.2). Cpenssst (M) u cTaHAapTHOE OTKJIOHEHHUE (Sx) AJIA
3TOro pacnpenenaeHus pasubl M = 45 102, sy = 24 531, coorBeTcTBeHHO. [l0CKONBKY CpenHuii
MOJIEKYJISIPHBIM BEC aMUHOKHUCIIOTHI TpUMeEPHO paBeH 110, To cpenHuii noaunenTu A0HKEH UMETh OKOJIO
410 amuHOKHCTOT. ECni AOMYyCTUTD, UTO TEMIT aMUHOKHUCIIOTHBIX 3aMEIICHUN HA CAUT OIMHAKOB IS
00eux TPyII MOJIUIETTHIOB, TPEACTABICHHBIX Ha puc. 6.5.1-6.5.2, To cpednuit memn
AMUHOKUC/IOMHBLX 3aMeuenuil 014 cpeonezo benka moycem o6vimo ouenen, Kak 4x10—7 Ha 10Kyc 6
200 (Nei, 1987, c. 36). Panee MbI 0TMeuasnu, 4To JIEKTPOPOpPE3 BHISABISIET TOIBKO OKOJIO OAHOM-
YETBEPTOM BCEX aMUHOKHCIIOTHBIX 3amellieHuil. Iloamomy, memn snekmpoghopemuuecku 6vla611emMblx
AMUHOKUCTIOMHDBIX 3AMeuieHUll cocmasiaem okono () —7 Ha nokyc 6 200 (Nei, 1987, c. 36). IIpu Hyb-
TUIIOTE3€ HEUTPAJIBbHBIX MYTAlM 3TO PABHO TEMITy MyTallM.

11 (1 Puc. 6.5.2. Pacnpeodenenue monexkynsapHozo eeca
- H 0enKoBvIX CYOBLEOUHUY U008 MIEKONUMAIOUUX.
n Obuwee 4ucio ucnonb308aHHbBIX CYObEOUHUY
101 | cocmaeuno 119. 'amma pacnpedenenue ouens
i Xopouio coomeemcmeyen SMIUPULECKUM OAHHBIM.
8 (X2(9) =6.43; P>0.65; Ilo Darnell, Klotz, 1975,
3aumcmeosarno u3z Nei, 1987).
Fig. 6.5.2. Distribution of molecular weights of

551

M A protein subunits in mammalian species. The total
T \H\U number of subunits used is 119. The gamma
0- ¢ A il " I_L distribution fits the data very well (X2(9) =6.43;

MonekynsipHbIi Bec, 41000 P>Q. 65, From: Darnell, Klotz, 1975, adopted from
Nei, 1987).
Temn myTanmii 1 Bpemsi TUBepreHINT
Kak ynomuHanocek panee, TeMI aMUHOKHCIOTHBIX WJIH HYKJICOTHAHBIX 3aMEH, MO-BUANMOMY, SIBIISIETCS
MOCTOSTHHBIM TIPH pacueTe Ha roji, Ho He Ha nokoseHue. Ecnu temn myTanumii Ha yposHe /JHK mocrosinen
B TOJIOBOM MacIiTade, TO 3TO JIETKO MOHATHO B paMKaX TEOpUHU HeWTpanbHOH 3Bomtonuu (Kimura, Ohta,
1971; Nei, 1975). Ognako ucciaenoBaHus KJIaCCHUECKON T€HETUKU TTOKa3alH, YTO TEMI MyTaliil B LIETIOM
MOCTOSTHEH B MacmTabe Ha TIOKOJICHHE, a He B roJ1. B yem npuunHa pacxoxacHuii? Bo3moxHoe
00BSICHEHHE COCTOUT B TOM, YTO B KJIACCUYECKOM T€HETHKE MCCIEI0BANU MPOCTO APYTHe MyTalllH,
OTJIIMYAIOIINECS OT 3aMEH HYKJICOTHAOB M aMUHOKHCIIOT. OLIEHKH TeMIIa MyTallui B KIIACCUIECKOM
reHeThke 0a3MpoBaNIMCh, KaK OTMEUaIoch, Ha MPU3HAKAaX BHEIIHEH MOP(OIOTHH UITH KU3HECTIOCOOHOCTH,
KOTOpbIE OO YaCTUYHO BPEIHBI, THOO0 BOOOIIE JIeTaIbHBL. BO3MOXHO, YTO OOJBIIMHCTBO STHX MY TaIHi
CBSI3aHBI C KPYITHBIMU MTPE0Opa30BaHUAMHU, THIA OONBIINX JeNelni, BCTABOK MU Ha MOJIEKYISIPHOM
YpOBHE C/IBUI'OB paMKH CUMTBIBaHUs, ¢ yTepen ¢pyHkuuu resa. Tak, Marau (Magni, 1969) nokasan Ha
JIPOACKAX, YTO OOJBIIMHCTBO BPEIHBIX MYTAlIUN SBISIOTCS MYTallMsSIMU CABUTA PAMKHU CUUTHIBAHMS.
Ménnepom (Muller, 1959) Ha apo3odmire Takxke ObUTO 0OHAPYKEHO, YTO JCTATHHBIC MYy TAIIHH
MPOUCXOIAT Ha CTaAuu Meio3a. [loaToMy MOXKHO 03KHMJaTh, TEMIT BPEIHBIX MyTalluii OyIeT ckopee
CBSI3aH C MPOTSHDKEHHOCTHIO TIOKOJICHUS, YeM B pacuere Ha roa. Hao6opoT, Menkue My Taliuu Hitu
MPOUCXOSIINE MO IPYTHM, CEJICKTUBHO MEHEe 3HaYMMbIM T'€HaM, JOJKHBI ObITh HEOOBIIION YacThIO
BCEX MYTAIMi U MOTYT IIPOUCXOANTH B JIF000E BPEMsI, HE 3aBUCS OT MPOIOJKUTEIBHOCTH TIOKOJICHUSI.
HekoTopsie nanHbIe, MOKA3bIBAIOIINE YTO ATO UMEHHO TakK, ObutH nony4deHs! 11 gara T4 (Drake, 1966) u
E. coli (Novick, Szilard, 1950). He Bce B 3ToM Bompoce sicHO. B 11e10M yacToTa My Tammii JOJHKHA
3aBHUCceTh U OT nukIoB perunkanuu JJHK, u ot abcomotroro Bpemenu. Hampumep, Kyouuek (Kubitschek,
1970) nokasai, 4To perIMKaMOHHO-3aBUCUMBbIE MyTallMH BKJIIOYAIOT IPYITY MyTallUi, BbI3bIBAEMbIX
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KO(EHHOM M HEKOTOPBIMHU JAPYTHMH XHMHYSCKUMHU BEIIECTBAMH, TOTJ]a KaK BPEMs-3aBUCUMBIC MYy TAIIHH,
BBI3BIBAIOTCS YIBTPA(PHOIETOM.

Tem He MeHee, TpUOIU3UTENTbHAS KOHCTAHTHOCTD HYKJICOTHIHBIX M1 aMUHOKUCIIOTHBIX 3aMEH st
IPOKapUOT U 3yKapuoT, Kak oOHapyskeHo 1 reHa 5S PHK (Hori, Osawa, 1979), dpubpunonexTuHa,
remorao6una u nuroxpoma-B (Dickerson, 1971), npeamnonaraer, 9To UMEIOTCS MyTaIluH, KOTOPBIE
BO3HHUKAIOT MPOMOPIMOHAIBHO a0COMOTHOMY BpeMeHU. OHM MOTYT BO3HHKATh B pe3yibTaTe JCHCTBUS
yJIbTpaduoieTa WiH TI0 APYTUM MTPHYHHAM. BakKHO OTMETUTH JIJIst ce0s, YTO CyMMAapHBIH TEMIT My TaIuit
() ckiagpIBae€TCA U3 HECKOIBKUX KOMIIOHEHT: Uy = Ly + UpT Lg. 3ECH: L4y TEMI HEUTPaJIbHBIX
MYTalui, Lip— TEMIT BPEAHBIX MyTAIlUH, Lig — TEMI MOJEe3HBIX MyTauui. [locinennue myranuu
MPOUCXOAT BECbMA PEAKO, HO, BOSHUKHYB, OU€Hb OBICTPO CTaHOBSTCS] IOBCEMECTHO
pacmnpocTpaHEHHBIMH, TO €CTh, - BApHUaLIUs M0 HUM TepsieTcsa. THbIMU ClI0BaMU, MOJIEKYJISIPHBIE BapUAIHH
Y TOJIMMOP(U3M B IOMYJISILUSAX HA ’TOM YPOBHE COXPAHSIOTCS, B OCHOBHOM, 32 CUET HEUTPATbHBIX
myTtanuii (Kimura, 1983a; Nei, 1987).

Bpemsa ouesepeenyuu. JlonynieHue o HEUTPATbHOCTA MOJIEKYJIIPHOW H3MEHUUBOCTH JIEKUT B
OCHOBE PEKOHCTPYKIIMHM BPEMEHU IMBEPIeHIIMN HAa OCHOBE BEJIMYMHBI LN. BpeMs B aToM citydae
U3MEPSETCS YMCIOM HAKOTUIGHHBIX MyTallUi C MOMEHTA U30JIALUY TeHO(DOHIOB TTaphl TAKCOHOB. B
ciydae OCJIKOBBIX MapKepOB aOCOIIOTHOE BpeMs quBepreHuu (1) O1eHnBaeTCs MPONMOPIMOHATIBEHO
BEJIMYMHE CTAHIAPTHOTO TeHeTndeckoro paccrosiaus (Dn, Nei, 1972) u Temma MyTanmii 1yist CpeIHET0o
6enkoBoro Jokyca sy (uy = 10", cm. Boime). To ects (Nei, 1975, 1987),

T =Dn I/un. 6.1)

OrneHka BpeMEeHH TUBEPTEeHIINN Ha OCHOBE HYKJICOTUIHBIX U AaMUHOKHUCIIOTHBIX 3aMeH 0azupyercs
Ha TOM K€ MPUHIIUIIE — HA aKKYMYJIMPOBAaHHOM YHCJIe MyTalui AJIsl TOW WIM WHOM Maphbl
nocienoBarenbHocTel. [10100HbIH MOIX0A OBLT KpAaTKO paccMOTpeH panee B JIekiuu 4 st
aMUHOKHCIIOTHBIX TTOCJIEIOBATEILHOCTEH M OyeT pacCMOTpPEH elnie oTAeabHO B Jlekuun 13 most
nociuenoBarenbHocTeil JJHK. B onenuBanuu 7' octaercs HeMalio BOIPOCcoB. B wacTHOCTH, HEpEIKO
HEOOXO0MMO CIIEIUAIBHO MacIITAOMpPOBATh T€HETUUECKHE PACCTOSHUS C YUETOM PA3IUYUS TEMIIOB
MYTHPOBaHHUSI JIOKYCOB, KOJAUPYIOIIUX pa3HbIe MO (yHKIIMOHATHHONW BaKHOCTH Oenku. Temn
MYTHUPOBAHHS TI0 HUM MOXET OTINYATHCS HA TIOPSAIOK U OoJiee (CM. TeKCT BhImie u Taom. 6.5.2). [ToaTomy
MHOTHE aBTOPBI UCIOJIB30BAJIN BEIUYHHY LN, OTIIMYHYIO OT npuBeaeHHoH Boime (Carson, 1975, uy =
2*%10°; Avise et al., 1980, LN = 5%10°, LN = 2%10°, Kaprasues u np., 1983; Kaprasues, MaMOHTOB,
1983, sy = 5*10"; Unusapxus u ap., 2000, zy = 107; Kaprasnes u ap., 2002, uy = 10). Ipu ouenke T
M0 TUBEPTrEeHIIUU HYKICOTHIHBIX WMJIM aMUHOKHCIOTHBIX MOCIIEIOBATEIFHOCTEH BeChbMa BaXKHBIM SIBIISICTCS
MIOCTOSTHCTBO TEMIIA 3aMeH (MyTaIruii) B puneTrnaeckux JUHUAX. OTHAKO MOXKHO CKa3aTh, YTO
MOCTOSTHCTBO TE€MIIA MOJIEKYJISPHOM SBOIIOIIMH OCTAE€TCS HEPEIIEHHOW MPOoOIeMOoil B HACTOSIIIEE BpEMSI.
Bonee Toro, mocTOSHCTBO SABISIETCS BEChbMa MPUOTU3UTEIHHBIM U IMEETCS HEMAJIO UCKITIOYCHUM, O YeM
elIe Mmoier peub. Mbl MPakTUYECKU HE 3aTPOHYJIU B TaHHOM JIEKIIMU TPAHCIIO30HbI U BHI3BIBAEMbIE MU
3 deKTsl, KOTopbIe OJaM3KU K MyTausiM. O poJi TpaHCIO30HOB OyeT oTaenbHas auckyccus (I'nasa 16).

PeanbHBIX MEXaHU3MOB BO3HUKHOBEHUS! MyTallMil B TIOCJIEAHNUE TOJbI OTKPHITO MHOKECTBO
(OKumynes, 2002; Klug, Cummings, 2002). Hago noHuMaTh, 9T0 BOSHUKHOBEHHE MYTAI[H — 3TO
CJIOXKHBIN Tporniece, Birovaronuii maMenenus B 1ienu JJIHK-PHK-6enok u penaparuio Ha HeCKOIBKHUX
ypoBHsix. [ToaToMy mpeacka3aTh TEMI MyTaIHi TOJBKO MO OJHHM MOJICKYJISIPHBIM MEXaHU3MaM
sarpyaautenbHo (Kondo, 1977). Hakoner, cieayeT 3aMeTUTh, €CITH JTaXKe TEMIT MyTaIllil 3aBUCHUT OT
MPOJOHKUTEIHLHOCTH TTOKOJICHUS], TO MOXHO OOBSCHUTH JIMHEHHYIO CBSI3b MEXKITY MOJIEKYJISIPHOM
ABOJIIONIMEH U a0COIOTHBIM BPEMEHEM, HCTIOB3Ys TEOPHIO YaCTHUHO BpeaHbIX MyTanuil (Kimura, 1979),
XOTs 3TO 00BSICHEHNE HECKOIBKO 3aIyTaHHO. BrIlie ObLT0 cKa3aHO, YTO TOJE3HbIC MyTAIMH PEAKU U
OBICTPO 3aKPEIUISIOTCS CpeI BeeX 0co0el ((GUKCHPYIOTCS) B MOMYJISIIHAX 3a CUET MEXaHU3Ma
HAPaBIEHHOTO €CTECTBEHHOTo 0TOOpa. OHAKO HAO CKa3aTh, YTO YACTh MOJIE3HBIX MYTAIHi OCTaeTCs
MHOTHE TIOKOJICHHSI B MOMYJIALUAX, TOAJIepKUBaeMas OaJlaHCUPYIOLIUM WK BapbUPYIOIIUM 10
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HanpasiyieHuto otoopom (JleBontun, 1978). Kakas yacte MyTanuii HeiiTpanbHa, a Kakast OJIepKUBAETCS
OamaHCHUPYIOLIMM 0TOOPOM — 3TO TJIaBHBIM BOIPOC JUCKYCCUH, O KOTOPOH yXKe yIOMUHANIOCh, U
OKOHYATEJIBHOTO OTBETA Ha KOTOPBIH IMOKa He MmoiryueHo. MHbopMaIust o BIUSHIHA €CTECTBEHHOTO 0TOOPA
Ha MOJIEKYJIApHBINA onumMopdusm Oynet aana emie B ['naBax 8-10 u 12.

Wroru nns Bcero matepuaia JaHHOM JEKIIMU MOYKHO C(hOPMYIHPOBATh B TPEX MyHKTaX.

1. MyTauuu UMeroT clIoHy10 npupoy. [losBineHue gaxe OTHOCUTEIBHO MPOCTHIX TOUEYHBIX
MYTalU{ 3aBUCUT OT KOMILJIEKCA XUMUYECKUX MTPOLIECCOB MO MOU(UKALINY, 3aMEHE HYKJIEOTHI0B U UX
(bepMeHTaTUBHON penaparum.

2. U3 obmero yncna MyTanui pr = fy + fip+ (g AT YaCTh, PaBHAS L4y Y YACTH L{g, COXPAHSICTCS
B BUJI€ BapHallul KOAUPYEMBIX UMH MOJIeKyJl. IHBIMU ClIOBaMH, MOJIEKYJISIpHBIN OTMMOP(HU3M B
HOIYJISILUSIX COXPAHSIETCS, B OCHOBHOM, 3a CUET HEUTPAJIbHBIX MyTallUi U 4acTH, MOJAEPKUBAEMON
cOaTaHCHUPOBAHHBIM €CTECTBEHHBIM OTOOPOM.

3. MyTauuu urparoT IpUHLIUINAIBHYIO POJIb B MOJIEKYJIIPHBIX Yacax. Temn MyTaluil 1 Bpems,
IPOILEANIEe ¢ MOMEHTA N30JIALUU IeHO(OHIOB Maphl TAKCOHOB, NMPSIMO ONPENENISIOT BETUUNHbI
HAKOIIJICHHBIX 32 BPEeMs H30JISIMH T€HETHUECKUX PACCTOSHUN MeX Ay HUMU. TakuM oOpazom, 3Hast
BEJIMYMHY T€HETUYECKOTIO PACCTOSHUS U TEMIT MyTalliil MOXKHO ONPEAEIUTh BpeMs JUBEPreHIIUH
TaKCOHOB.

6.6. MPAKTUYECKOE 3AHATUE 6

1. Pemute Tpu mpuMepa B Kiacce, YTOObI YIIIyOUTh MPeICTaBIEHHE O MyTallUsX.

(1) B Tabur. 6.5.1 TeMm HYKICOTHIHBIX 3aMEH Ha CaifT B O/ paBeH B cpeareM b =4.7 x 107 s
U3yUYEHHBIX NICEBIOreHOB IN100uHa. Cornacyercs M 3Ta BEJIMYUHA C IPYTUMU JAHHBIMU O MYTaIUsX JAJIs
(YHKIIMOHAJIBHBIX T€HOB?

(2) [Houemy paznuyaroTcs 3HAUEHUS TEMIIOB 3aMEH B 3aBUCHUMOCTH OT MOJIOKEHUS HYKJIEOTH/1a B KOJIOHE:
di, dz, s (Ta6n. 6.5.1).

(3) Ucxons n3 KOAUPYIOLIETO CIOBAps ONpPENeInTe, KaKie MyTalluH, BeAyIHe K 3aMeHaM aMUHOKHUCIIOT,
OyayT CHHOHUMHUYECKUMU?

2. B uem pasznuune Mexay XpOMOCOMHON MyTanuel ¥ reHHol MyTanuei? KakoBo pasnuuue Mexay
COMAaTHYECKON M TaMETHYECKON MyTaluei?

3. ITouemy MyTaIu OKa3bIBalOTCA Yallle BPEAHBIMH, YEM HEUTPAIbHBIMU U N10JIE3HBIMU ?

4. BOABIIMHCTBO MyTalli Y JUIIJIOUIHBIX OPraHU3MOB SABJISIOTCS pereccuBHbIMU. [Touemy?

5. Iloceture mo0yro HTEpHET CTpaHUILy MU CaliT, OMMCHIBAIOIINI MyTalluu M UX MOCIIEICTBUS.
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rJ1ABA 7. TEHETUYECKWNE ACIIEKTbI
BN4OOBPA30OBAHUA

MABHbIE BOMNPOCHLI:

7.1. OOLWNN reHeTUYeCKNn NOAXoA: NEPCNEKTMUBLI U OrPaHNYEHNS.

7.2. Kakne paHHble Heobxoammbl? KakoBa 6a3a aaHHbIX?

7.3. KoHuenuum Buaga. OB30p nutepaTypHbIX AaHHbBIX NO reTePO3UroTHOCTU U PACCTOSAHUSAM.

7.4. Mogenu BugoobpasoBaHus: NONYNSLMOHHO-TEHETUYECKUI B3rNSA.
7.5. MPAKTUYECKOE 3AHATUE 7.

PE3IOME

1. TTonmynsIMOHHO-TEHETHYESCKHIA MOIX0] YBEIMYMBACT 3HAUUMOCTh HAIIMX CYXJICHHUH O TEKYIIEM
cTaryce BUAA.

2. Ilpu KCTIOJIb30BaHUH AITOPUTMUYECKOTO TIOJX0/1a, IPEIAraeMOT0 B JIEKITUH, BO3MOXKHO OIPEIEIIUTh
crocoObl BUI000pa30BaHus, PEATM30BABIINECS B TAKCOHE.

3. Ha ocHOBE MOJICKYJIIPHO-TEHETHYCCKHIX JaHHBIX MOXKHO CIeNIaTh (PUIOTCHETHYECKUE PEKOHCTPYKIIUH,
OCHOBaHHBIC Ha POJCTBE, a HE HAa CXOJICTBE, KaK paHee, a TAK)KE OIICHUTh BPEMsI IMBEPTCHIINN MEXKTY
TaKCOHAMH.

Chapter 7. GENETIC ASPECTS OF SPECIATION
SUMMARY

1. Population genetic approach increases the validity of our conclusions on current species status.

2. Application of the approach, proposed in this chapter permit us to define modes of speciation in a
taxon.

3. On the basis of molecular genetic data a phylogenetic reconstructions by kinship are possible, as well as
dating time of divergence.

7.1. OBLUMUN TEHETUYECKUW NOAXOA: MEPCNEKTUBbLI U OTPAHUYEHUA

['maBHas 1esnb JaHHOU JIEKIIMH — 3TO KPaTKO OCBETHUTH MPOOIeMbl OMOJIOTHYECKOro BUa U
BU000pa30BaHusl. DTH MPOOIEMbI IPUBIEKAIOT UCCIIEI0BATENbCKUNA HHTEPEC C MOMEHTA CTAHOBIICHUS
Ouosiornu Kaxk Hayku. JlaHHBIE TPOOIIEMBI SBISIOTCS OJJHUMH U3 KIFOUEBBIX B 001Iei OMOIOTHH 1 001Iei
reHetuke. Hanbonee npuHsTa B HacTosIIee BpeMsi CHHTeTU4YecKas Teopus 3Bomtoiuu (CTI), yactpro
KOTOpOH siBnsieTcst Ononorudeckas konnenius Buaa (bKB). ObocHoBaHue U cucteMaTnyeckoe
uznoxenune CTO npencrasneno B paborax Xonaenna (Haldane, 1932), [lo6xkanckoro (Dobzhansky,
1937; 1943; 1951), Xakcmu (Huxley, 1954), Maiipa u coaBTopo (Maiip, 1947; Maiip, 1968). B Poccun
nonyJisspHbIM 00o6mennem CTD crana kaura TumodeeBa-PecoBckoro u coaBropos (1977).
KonctpyktusHoe paszsutue nosnoxennii CTO npeanoxxeno Boponuossim (1980).

OnHo u3 ysa3BuMbIX MecT CTD - 0TCyTCTBHE, KaK IPaBUIIO, BOBMOKHOCTH SKCIIEPUMEHTAIbHOM
npoBepku kiatoueBoro B BKB kpurtepus He ckpemmBaemMocTy BU0B B ipupoae. HenaBHo, ¢ pazButueM
(buIOreHeTHKH, BO3HUKIIN HOBBIE poTuBOopeuns Mmexxy bKB u ¢unmorenernueckoii KoHIenuein Buaa
(Avise, Wollenberg, 1997; Harrison, 1998; Templeton, 1998). He Bnonne pazpaborana B CTD u Teopus
BUJI000pazoBanus. ToyHee roBopsi, B KOJIMYECTBEHHOM CMBICJIE TEOpHUs KaK TaKoBasi BOOOIIE
OTCYTCTBYET. FIMeeTcst HeMalo Ipyroil KpUTHKH, KOTopas ObL1a, HanpuMep, cyMmmupoBaHa Kunrom
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(King, 1993). Kak moHMMaHM€e 3TOT0 COCTOSIHUS MOSIBUIIACh CEPUsI pabOT, TEOPETUUECKH U
SKCIIEPUMEHTAIFHO pa3BUBaroIas qaHHoe HanpaBieHue (Avise, Wollenberg, 1997; Arnold, Emms, 1998;
Harrison, 1998; Howard, 1998; Templeton, 1998; Wu, Hollocher, 1998; KapraBues u ap., 2002).

Hano nmomuepkHyTh, 4TO, TeM He MeHee, MHorue HanpasieHus CTO u reHeTHKU BUA000pa30BaHUs
pa3BuBaJIMCh. Tak, pa3HOCTOPOHHUH aHAIN3 OBLI MPOBEACH ISl IOHUMAHWSI CMBICIIA U KOHIICTITYJIbHBIX
ocHoB BuaooOpazoBanus (Bush, 1975; Grant, 1985; King, 1993; Harrison, 1998; Templeton, 1998; De
Qeiros, 1998). [Ipoananu3npoBaHbl TAK)KE TEHETHUECKUE OCHOBBI CO3/1aHUS PENPOTYKTUBHON H30JISIUN
(Templeton, 1981; Leslie, 1982; Nei et al., 1983; Coyne, 1992; Templeton, 1998; Butlin, 1998),
BO3MOXKHOCTh CUMITaTPUYECKOro BugooopaszoBanus (Bush, 1975; Lynch, 1989; McCune, Lovejoy, 1998),
POJIb calTbTalluid U PEBOJTIOIUH B ABOMIONNHN (AnTyx0B, PerukoB, 1972; Carson, 1975; Antyxos, 1974;
1989; 1997). Hakoner, O6bu1a MOABEprHyTa aHAM3Y TeHeTH4eckas nuddepeHuays B xoue
dbopmupoBanus pa3Hbix Gopm u TakcoHOB (Ayala et al., 1974; Avise, 1976; Avise, Aquadro, 1982; Nevo,
Cleve, 1978; Thorpe, 1982; Nei, 1975; 1987). KakoBsI e B IIeJIOM MEPCIEKTUBLI U OTPaHUYCHUS
TeHEeTUYECKOro moaxona?

[IepcnexkTuBsI.

Penykuus naHHBIX 10 TEHOTUIIMYECKUX 3HAYEHUH (KOJIOB) 1ae€T BO3MOKHOCTD HCIOJIb30BATh
TeHETHUYECKYIO TEOPHUIO B aHAIIU3E.

Bo03MOHO CpaBHUTEIBHOE UCCIIEIOBAHIE U3MEHUNBOCTH MEKIY TAKCOHAMHU 110 CTPYKTYPHBIM U
PETYISTOPHBIM dJIEMEHTaM T'eHOMA.

WccnenoBanue AuBEpreHINH BUAOB U3 pupo bl o 6enkam u JIHK npuseno k oTkpeiTHiO
«MOJICKYJISIPHBIX YaCOBY.

[TossBHIIaCh BO3MOKHOCTH (DMITOTEHETHUECKUX PEKOHCTPYKITMIA, OCHOBaHHBIX (1) HE Ha cXOACTBE, a (2)
Ha POJICTBE, 32 CUYET OIICHKU XPOHOJIOTHH U TIOCTIEI0BATEIHHOCTH BETBICHUN B MOJICKYJISIPHBIX
buneTuyecKux TUHUAX.

Orpanuuenus.

Jenykiust orpaHM4eHa TeHOTUITMYECKUMHU ONMCAaHUSAMH U TEHETUYECKON TEOpHeil.

AHanu3 CBS3aH C MPEIBAPUTEIbHBIM, TPYJOEMKHM SKCIIEPUMEHTAILHBIM HCCIIEI0OBAHUEM (CO CBOMMHU
COOCTBEHHBIMH OTPAHUYCHHSIMHU ).

HccnenoBanue BUIOB U3 IPUPOIBI YACTO OTPAHHUEHHO YHUKATHHOCTBIO WIIH PEAKON MTOBTOPSEMOCTHIO
coObITHs (heHoMeHa).

['enotunuueckue 3¢ppeKkTb MapKepHBIX JTOKYCOB Ha (PEHOTHII SBIISIFOTCS CIa0BIMU.

Teopust 10 HEKOTOPHIM HAIPABIEHUSM HE IOCTATOYHO Pa3BUTA.

7.2. KAKUE JAHHBIE HEOBXOAOUMbI? KAKOBA BA3A NAHHbIX?

B niennom Heo0X0AMMBI JaHHBIE TAKOTO POAA:

JlaHHbIe, KOTOpBIE MOITBEPHKAAIOT (OTBEPraoT) IEHTPAIBHYIO JOIMY HEOJAPBHHU3MA — IBOJIOIHUS
MOYKET ITPOUCXOIUTH TOJBKO Ha OCHOBE F€HETUUECKUX N3MEHEHHH.

JlanHbpie 00 M3MEHUMBOCTHU HA PA3JIMYHBIX YPOBHSAX OHOJOTHMUYECKONW OPTaHU3AIMH B TCHETHUECKUX
TepMHUHaX (IMOJOKYCHBIC TEHOTHIMYECKUE 3HaueHus — AA, ...) — ogHoMepHbIe Tabmuibl 1anabIx (T/).

JlaHHBIE 0 TEeHOTHUIMHUYECKHX 3HAUYEHUSX JJIst 0c0o0ei 1o Habopy JIOKYCOB (KOMIUIEKCHBIA TeHOTUI — AA
Bb...) — maoromepnsie T/I.

JlononHurtenbHble HHGOpMAIHs: MOP(HOIOTHIECKUE TaHHbIE, TaHHbIE 00 aOMOTHYECKONH N3MEHUYMBOCTH
(1o MeHbIIel Mepe, KaK SKCIEPTHBIE OLIEHKU — IPYNIUPYIOIINE IEPEMEHHBIE) U IP.

Kpaeyromnsnoe Bunerane CTD MOXKHO mpecTaBUTh B Buze cxembl Jlooxanckoro (puc. 7.2.1), B
KOTOPOH pa3aeneHue reHo(oHAa ABISETCS KIUEBbIM Ul BuaooOpa3oBanus. Eciu kTo-nmubo
NPEACTAaBUT (PAKT, YTO SBOJIFOLIUS BO3MOXKHA 0€3 FTeHETUUECKUX U3MEHEHUH B (DUIETHUECKUX TUHUSX, TO
TOT/1a HBOJIIOL[MOHHO-T€HETHUYECKasl apajurMa 1, B 4acTHOCTH, CTD MOryT ObITh OTBEPTHYTHI.
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Puc. 7.2.1. Cxemamuyeckoe npedcmasierue 8udo8ou
ousepeeHyuU 80 BPEMeEHU.

A — edunas euoosas nonyaayus, B — Hauyanvnasn
¢asza ousepeenyuu (noosuowt), C — paziuunsie UObL.
Kpyarcku ¢ npasoii cmoponwl npedcmagnaiom
00veOuHeHUs1 OMOENbHBIX 0eMO8 UL NONYAAYUL, MeHCOY
KOMOPbIMU UMeemcsi NOMOK 2eH08 8N10Mb 00 ga3zvl B
(Ilo Dobzhansky, 1955).

Fig. 7.2.1. A schematic representation of species
divergence in time (From: Dobzhansky, 1955).

A — Single species population, B — Initial phase of
divergence (subspecies), C — Different species. Circles on
the right side represented the gatherings of separate
demes or populations having exchange by gene flow with
each other up to phase B.

Crapr

Tezoe T. hakkonensis T brandtii T.nakamurai P leptocephalus

Puc. 7.2.2. Dnexmpogopes hepmenma gocgoznoxomymasut (noxyc PGM*) y kapnogvix puio
(Cyprinidae, Leuciscinae) uz pooa /lanvneeocmounsie kpacrnonepku (Tribolodon, 4 éuoa) u y sxcepexa
(Pseudaspius leptocephalus) (Kapmaeyes u op., 2002, homo He nybauxosanocs).

IIpu ananuse 2ensi 00HOBPEMEHHO MONCHO OYEHUMb U 2EHEMUUECKYI0 USMEHUUBOCTb U CXOOCHIBO.
Fig. 7.2.2. Enzyme electrophoresis of phosphoglucomutase (PGM*) locus in the dace, the Cyprinid fishes
(Pisces, Cyprinidae, Tribolodon) (Kartavtsev et al., 2002).

Both the genetic variability and similarity can be estimated through the gel inspection.

KaxoBbl umerorniuecst 6a3bl TaHHBIX, 9TOOBI MOXHO OBLIIO ¢ HUMH paboTtaTh? Hanboinee
IPE/ICTABUTEIFHBIMH B HACTOSIIIEE BPEMs SIBIISIOTCS JAHHBIE 110 N3MEHUYMBOCTH OEIKOBBIX MIIM TOYHEE
(depMeHTHBIX TeHOB. PaccMoTpuM eriie pa3 6€IKOBYI0 U3MEHUMBOCTD, TENIEPh HA KOHKPETHOM IIPHMEpe
BHYTPH- U MEKBHJI0BOTO nostuMopdu3ma hochoriokomyTassl y peid KpacHONEpOK (puc. 7.2.2).
[TocpencTBOM reHETHKO-OMOXUMHUYECKOTO MOAX0Ja U HEKOTOPBIX MOMYJISIIMOHHO-TEHETUYECKUX (POPMYIT
JIETKO BBIYHMCIINTH KaK yPOBEHb FeHETHYECKOM N3MEHUYMBOCTH, TaK U CTETIEHb CXO/CTBA (MU Pa3Indus)
reHo(oH10B 0c0o0€H N3 MOMYIIALUK OTHOTO BU/IA WIIN U3 Pa3IUYHBIX BUIOB. JIJIsl HAOMHUHA-HUS, HUKE
NPUBEICHBI HEKOTOPBIE BRIPAXKECHHUS JJISl pacdeTa MmapaMeTpoB M3MEHUYUBOCTH M CXOICTBA-Pa3IHUMS,
KOTOpHBIe ObLIH pa3oOpaHbl paHee B [IpakTndyeckoM 3aHATHU 5 cOOTBEeTCTBYIOMIEH [ aBsI 5.

CpenHsisi reTepo3uroTHOCTH

H=XLi—jhy/L.
H — 510 cpeiHss 0)KH1aeMasi TeTePO3UTOTHOCTh Ha JIOKYC WJIH Ha 0COOb.
hi=1-Xmi=] pi2, hj — oxumaemMas TeTepO3UTOTHOCTH 110 OJJHOMY JoKycy (Hexp=Hs), pj — 4acToTa i—
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Toro auiens; L —aucino nokycoB. Habmogaemas rereposurotnocts pasua: Hobs = hj/ n, hj — ancino
TeTepO3UTOT B BEIOOPKE, 7 — 0011Iee YMCI0 0coOeit B BHIOOPKE.
I'eneTnueckoe paccrosinue. Ctangapraoe paccrosuue Hes (D))
D,=-Inl
I — HOpManM30BaHHAs TeHETUYECKAs HICHTUYHOCTh IS CIIy4ailHON BEIOOpKHU JIOKYycoB. [ Tokyca j oHa
pana: Ij = (X kj=1 xjyi) I N Z ki=1 x; 2 X kj=1 y; 2
Jliist Bcero Habopa stokycoB I pasuo:I = Jxy / \ JIxJy;
rae Jxy, Jx, Jy — cpennue apudmerudeckue 1 cymm: X Ki=7 x; yi, 2 ki=1 xi2, X ki=1 y;2.
31ech, Xj U yj — 3TO YaCTOTHI JlJIeNIel B MOMYJISIUX (TaKCOHAX) X U Y, k — 4ucio ajuieneil Bo Bcex
MOTIAPHBIX CPABHEHUSX.
IIpumep 3BOJIIOLMOHHO-TEHETHYECKOT0 HCCJIeJOBAHMS
JaBaiiTe paccMOTpuUM MpuMep KOHKpeTHOTO ucciaeaoBanus (Kaprasues u ap., 2002), B koTopom
CYMMHPOBaHBI AJJTIO3UMHBIC JAHHBIE JIJIS IIECTH BUAOB KapMOBBIX pbI0. B muckyccun OyIyT Takke
paccMOTpeHsbI i1 cpaBHeHUs M Hamu gaHHbie 1o MT/IHK. ['eHeTnueckass U3MEHUUBOCTh CpeU
u3yueHHbIX BUOB (Tabin. 7.2.1, Na, P, H) TunnuHa B cpaBHEHUU C JPYTUMU NPEICTABUTEISIMH PBIO (CM.
naHHble HIDKE). OIIEHKH reTepO3UTrOTHOCTH ISl TaTbHEBOCTOUHBIX KpacHOIMEPOK, HanpuMmep Hox =
0.034£0.013 (cm. Tabmn. 7.2.1, cpenanee s BUI0B 1-4), XOpOIIO COMNIACYIOTCS C TEMHU, YTO MPEACTABICHBI
st Hux panee: H = 0.026 - 0.046. B 11e10M o11eHKH reTEpPO3UTOTHOCTH JIJIs1 BCEM TPYTIIBI UCCIICTOBAHHBIX
KaproBbIX pbI0, Hoyx = 0.033+£0.009 (cMm. Tabun. 7.2.1, cpeanee ais BuoB 1-6), BIIOJIHE TUITMYHBI 17151 PBIO,
JUTSL KOTOpBIE TaKKhe OIICHKHU B cpefHeM cocTaBisitoT, H = 0.0514£0.003 (Nevo et al., 1984, Ward et al.,
1992).
Tabnuua 7.2.1. NeHeTnyeckasa nameH4MBocTb No 30 NOKycaMm y LWeCT BUAOB KapnoBbIX pblb
(Pisces, Cyprinidae)
Table 7.2.1. Genetic variability at 30 loci in 6 Cyprinid fish species (Pisces, Cyprinidae)

Bun N Na P (%)* H (SE)

(SD) (SD) 3 Hou (X-B)**
(1) Tribolodon hakonensis 241 (1.4) | 1.3(0.1) 23.3 036 (.016) | .043 (.017)
(2) T. brandti 29.2 (1.5) | 1.2 (0.1) 16.7 018 (.010) | .021 (.013)
) T. ezoe 13.4 (0.4) | 1.2 (0.1) 16.7 .045 (.020) | .067 (.029)
(4) T. nakamurai. 5.0 (0.0) | 1.0 (0.0) 3.3 007 (.007) | .007 (.007)
(5) Pseudoaspius leptocephalus | 14.0 (0.0) | 1.1 (0.1) 10.0 017 (.010) | .016 (.009)
(6) Leuciscus waleckii 8.0 (0.0) | 1.1 (0.1) 13.3 029 (.014) | .042 (.022)
Cpeonsnsn (£SE), 17.9+54 | 1.21£0.06 | 15.0£4.2 | .026%.008 .034+.013
euowt 1 -4
Cpeonsnsn (£SE), 15.6£3.8 | 1.21£0.04 | 13.9£2.8 | .025%.006 .033+.009
euowt 1 -6

IIpumeganne. N — Cpennauii pazmMep BEIOOPKH Ha JIOKYC, N — CpellHee YHCIIO alljiesield Ha JIOKyc, P — moins

oJIMMOP(HBIX JIOKYCOB, H — cpeiHss reTepo3urotHocTh Ha 0co0b (Hyys, Hox —HaOMIOHaEMas 1 Oxunaemas), SD —

CTaHJApTHOE OTKIOHeHHe, SE — cTanmapTHas omuoKa. * JOKyC CUYUTaeTCs MOTUMOP(HBIM, €CIIH 9acTOTa

npeobnanatomiero aymiens menee 0.99. ** X—B — rerepo3uroTHocTh, KOTOpas 0KUAAETCS IPU PABHOBECUHU Xapau-

BeiinOepra, e cmeniennas orenka (Nei, 1978).
Ha ocHoBe wacToT ayteneii ObIITH OTYYCHBI OIICHKA HECKOJIBKUX PA3IMYHBIX TEHETHYCCKUX

paccTOosSTHUN MEeXIy BUIAMH, 1Ba U3 HUX, nHAeKc Pomxepca, D, u paccrosinue Hes, D, npuBeneHs! Huxe

(Tabmuna 7.2.2). U3 naHHBIX TaOIUIBI CIEAYET, YTO BUIBI OJTHOTO POJia TEHETHYECKH TOpa3o OJmxKe
JIpYT K APYry, 4eM IPEACTAaBUTENIN IBYX APYTUX TAKCOHOB.
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Tabnuua 7.2.2. eHeTn4eckne paccTosaHna mexay 6 suaamm kapnosbix pbld (Pisces,
Cyprinidae) no 30 6enkoBbIM TOKycam
Table 7.2.2. Genetic distances among 6 Cyprinid fish species (Pisces, Cyprinidae) at 30 protein loci

Buowt 1 2 3 4 5 6
(1) T. hakonensis - 145 243 217 300 810
(2) T. brandti .146 — 177 145 266 .743
3) T. ezoe 242 .189 — 284 290 762
(4) T. sp. (T. nakamurai) 212 .146 271 — 223 .769
(5) P. leptocephalus 272 242 276 207 — .760
(6) L. waleckii 569 538 557 547 542 —

[Ipumeuanne. Hike quaronanu — pacctossaust Pomkepca, D (Rogers, 1972), Bbiiie 1uaroHanu — cTaHAapTHOE
paccrosinue Hes, D, (Nei, 1972).

I'maBHast BbIXO/IHAS MH(OpPMAIUS U3 TPEYTOJIbHOW MaTPHUIIbl CXOJCTBA-PA3INYMS — 3TO Yalle BCErO
JCHIpOTpaMMa WK JAEPEBO, KOTOPOE MILTIOCTPUPYET, KaK TAKCOHBI TPUCOCTUHSIIOTCS APYT K APYTY.
JlenaporpamMma — 3TO pe3ysbTaT OJHOTO U3 BapUMAaHTOB KJIACTEPHOTO aHAIN3a, IPU3BAHHOTO TOMOYb
CBEPHYTH MUPPOBYIO HHPOPMAIIHIO U3 TPEYTOJIHFHONH MATPHIIBI B BUI, JIETKO BOCITPUHUMACMBIi
Bu3yanpHO. Korya enHuI cpaBHEHNs MHOT'O, OCOOEHHO 3TO OTHOCHUTCS K BHYTPUBUIIOBBIM CPABHEHUSIM,
TO HA caMoM Jielie Oosiee 000CHOBAaHHO BU3YalM30BaTh MU(PPOBYI0 HHPOPMALIUIO U3 TPEYTOIHHON
MaTpHIbl TOCPEACTBOM JIPYTHX METOJI0B Kiactep-aHanusa (Pao, 1980), nanpumep, npeoOpa3oBas
paccTosiHUA B 3HAYEHUSI MHOTOMEPHBIX IIEPEMEHHBIX U TIOCTPOMB rpaduK paccesHus B IBYX-,
TPEXMEPHOM IPOCTpaHCTBE. B HaleM ciydae mOCTpoeHO JepeBo U Hanbosiee OIMU3KHU ApYT K APYyTy BUIbI
KpacHorepok pona Tribolodon, a ocTanbHble 1Ba TAKCOHA MIONA/al0T BO BHEIIHUE KacTepsl (puc. 7.2.3,
cieBa u puc. 7.2.4, cnpasa). Pa3nuuus B TONOJIOTMH JepEBLEB (B BETBICHUH) ONPEACTSIOTCS
Heckoapkumu npuunHaMu (beitmu, 1970; Pao, 1980; Nei, 1987): unciiom nmpu3HakoB (JIOKYCOB),
MHOECTBEHHOCThIO TAKCOHOB WJIM €IMHUI] CPAaBHEHUS, METOIaMH (POPMUPOBAHUS KJIACTEPOB (CM. pHC.
7.2.3 u puc. 7.2.4) 1, HaKOHE1l, UCIIOJIB30BaHHOW Mepoi paccTosiHUA-cXoAcTBa. Korna pasnnyus Mexay
TaKCOHaMU OOJIbIlINE, MEpa, Kak IPaBUJIO0, MaJIO BIMAET HA KJacTepu3auuio. B yacTHOCTH, oJuHaKOBast
KJIaCTEpHU3aLs TAKCOHOB OOHAPY KUBACTCSI IIPH UCIIOIB30BAHNHU CTaHAAPTHOTO paccrosiaus Hest, Dy, u
Mo uHUIMpoBaHHOTO paccTossHus Pomkepca, Dr (puc. 7.2.3) Takxke Kak paHee NpeCcTaBICHHbIE
pe3yJIbTaThl, JAHHBIE COMOCTABJIECHUS IOJIHOM MOCIEA0BATENbHOCTH HyKI€OTHI0B B MUTOXOH/IPHAIILHOM
reHe IIUTOXpOMa-B KpacHOMEepOK MOKa3bIBAIOT X OOJIBIIYIO TEHETHYECKYIO OJIN30CTh APYT K APYTY U K
xKepexy, Pseudaspius leptocephalus (puc. 7.2.5).
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PacctosHve Hes, D, (Nei, 1972)
0.80 0.60 0.40 0.20 0.00
| | | | J
1.45 MnH. neT T. hakonensis
1.81 MnH. T. brandti
T. nakamurai
T. ezoe
P. leptocephalus
L. waleckii
MopuduunposarHoe paccTosHue Pomkepca, D, (Wright, 1978)
0.60 0.48 0.36 0.24 0.12
| | | | |
T. hakonensis
T. brandti
T. nakamurai
T. ezoe
P. leptocephalus
L. waleckii

Paccrosnme ov KOpHA

0.00 0.06 0.12 0.20 0.24 0.29 0.35
e o e g o oo cof—em b = pee——
T. hal i
T, ezoe
T. brandti
1 T. nakamurai
L P. Ieptocephalus
L. waleckii
A, OBwan nanwa gepesa = 0,993
Pacerosinme ov Kopus
0.00 0.05 0.10 0.15 0.20 0.25 0.30
| ST, SR s | TR [ |

T.hakonensis

T. brandti
T. nal ai
T. ezoe

l— P. leptocephalus

L. waleckii

B. Obwan nauna aepesa = 0,977

Puc. 7.2.3. Jlenopoepammel, unnocmpupyrowue
Kkaracmepusayuio 6 6U008 KAPnoGuvIx pbulo.
Henopoepammul nonyuenst Ha ocnoge memooa HIII
no yacmomam anneneu 30 anio3uMHbIX 10Ky CO8
npu ucnoawvzoeanuu paccmosnui Hesi — Dy
(6epxnss wixana, Nei, 1987) u
Mooughuyuposannozo paccmosnus Poococepca- D,
(nudichssn wxana, Wright, 1978). Koaghguyuenm
Kogenemuuyeckol koppenayuu (r) pagen. r = 0.99.
Fig. 7.2.3. Phenograms, which illustrating
clustering via UPGM method among Cyprinid
fishes on allele frequencies at 30 allozyme loci and
using Nei’s Dy (Nei, 1972) and modified Rogers’
distance (Dy) (Wright, 1978). Same clustering
obtained from Nei’s Dm. Thus, clustering weakly

depends of measure. Coefficient of cophenetic
correlation: r = 0.99.

Puc. 7.2.4. Bapuanmul pexoncmpykyuu
Qunozenemuueckux cesseul 6 noocemelcmee
Leuciscinae (Pisces, Cyprinidae), nonyuenusvie ¢
ucnonvzosanuem paccmosanus Pooswcepca (Dy) kak
ucxoouoti mepul (Rogers, 1972). A, B — dsa
B03MOIICHBIX Oepesa (0eHOPOSPaAMMbL), KOMopble
nocmpoenst no memooy Baenepa. /lepeso Bazcnepa
VKOPEHEHO ¢ UCNONb308AHUEM BHEUIHe20 MAKCOHA
(L. waleckii). /[nuna oepesa paeua 0.993(A) u 0.977
(B). 3nauenus r paguvi, coomeemcmeenno: A —r =
0.979, B—r =10.982.

Fig. 7.2.4. Variants of reconstruction of
phylogenetic relations in Cyprinidae, which
obtained by using Rogers’ distance (D) as an initial
metrics (Rogers, 1972). A, B are two possible
phylograms, which constructed by Wagner’s
method. The r are equals, consequently: A, r =
0.979, B, r = 0.982.
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Pseudaspius leptocephalus

81 T. brandtii (RVB)
T. brandtii (RUR)
T. brandltii (JHA)
T. brandtii (JFU)
1oof T- nakamurai (JYM)
T. nakamurai (JFA) Tribolodon
T. hakonensis (RVD)
ggr T. hakonensis (JSB)
100 T. hakonensis (JMO)
] 98| —T. hakonensis (JYS)

Clade 1

aeuis|ona wajses g4

7o T. hakonensis (JYY)
T. hakonensis (RUL)

i s

phalus jouy! Far Eastem

_I—P. perenurus sachalinensis {JHK) Phoxinus
e icus (RVD)

P, perenurus

TO0,

seulosiona Ajlwegns

L IFar Eastem Laucisous

Leuciscus lpuciscus

Levciscus
Leuciscus caphalus

Leucizew,

Lewciscus

Leuciscus camolfenti
Leuciscus pyrengicus
Telestes beaticus
Telages souffia

e tososloma

Rutilis ndvus
, Abramis ballerus
_ Abramis sapa
Abramis brama
heflenicus
Seardinus

Phainus phoxinis :IE:;‘:‘DN:‘:;‘

Clade 2

aeuiasina’ ueadoing
- R M M R M R R R M R N R RN S R R e R M M R M A M M M

Hemicuter leuciswus
idada
moilrix

Tinca tinca

Camssis auratis

Puc. 7.2.5. I'enemuueckue paccmosnus u 0epeso, NOCMpPOEHHOe N0 Memooy Oaudxicatiue20 coceocmaa Ha
OCHOBAHUU OAHHLIX CEKBEHC-AHANUZA NO MUMOXOHOPUATLHOMY 2eHY YUmoxpoma-B.

Lughpot 6 yznax depesa nokaswviearom seautury noooepoicku oymcempenom ¢ 1000 nosmopnocmeil.
Coxpawenus. T. ezoe, JFT — Anonus, @yxywuma, pexa Taoamu, RUL — Poccus, Caxanun, pexa Yauxe, T. brandti,
RVB — Poccus, 3anuse Bocmok, RUR — Poccus, Caxanun, pexa Ynuke, JHA - Anonus, Xoxkaiioo, pexa Abupa, JFU
— Anonus, @yxywuma, pexa Yreoo, T. nakamurai, JYM — HAnonus, Amacama, pexa Moecamu, JFA — Anonus,
Dyxywuma, pexa Aea, T. hakonensis, RVD — Poccus, 3aiueé Bocmox, JSB — Anonus, [lluea, ozepo busa, MO —
Anonus, Mussaxu, pexa Ouoo, JYS — Anonusa, Amazama, nopm Caxama, JYY — Anonusa, Amacama, pexa
Mamueacaxu, RUL — Poccus, Caxanun, peka Yauxe, P. perenurus, JHK — Anonus, Xokkatioo, RVD — Poccus,
pation Braousocmoxka (From: Sasaki et al., 2006). (Ilo T. Sazaki, Y.P. Kartavtsev, T. Uematsu, V. Sviridov, N.
Hanzawa, ne onyoauxosano).

Fig. 7.2.5. Neighbor-joining tree based on mitochondrial cytochrome-b sequences’ K2P distances (Kimura, 1980).
Number at nodes represents bootstrap support in 1000 replicates The scale bar shows 0.02 base substitutions per
site. Abbreviations: T. ezoe, JFT — Japan, Fukushima, Tadami River, RUL — Russia, Sakhalin, Uliker River, T.
brandti, RVB — Russia, Vostok Bay, RUR — Russia, Sakhalin, Ulike River, JHA Japan, Hokkaido, Abira River, JFU
—Japan, Fukushima, Ukedo River, T. nakamurai, JYM — Japan, Yamagata, Mogami River, JFA — Japan,
Fukushima, Aga River, T. hakonensis, RVD — Russia, Vostok Bay, JSB — Japan, Shiga, Biva Lake, JMO — Japan,
Miyazaki, Oydo River, JYS — Japan, Yamagata, Sakata Port, JYY — Japan, Yamagata, Mamigasaki River, RUL —
Russia, Sakhalin, Ulike River, P. perenurus, JHK — Japan, Hokkaido, RVD — Russia, Vladivostok Area (From:
Sasaki et al., 2006).
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Panee ObLIO OTMEUYEHO, YUTO TOMOJIOTHS JACPEBA 3aBHCHT OT MHOTHUX IMPUIHH, & COOCTBEHHO
«HMCTUHHOE» JepeBo 00biyHO HUKOrna He u3BecTHO (Nei, 1987; Hillis et al., 1995; cm. taxoke ['naBa 14).
[ToaTomy, 9TOOBI TOCTPOUTH MTPABMIIBHOE IEPEBO 3a9aCTYO MPUXOIUTCS HCIIOJIB30BATh Pa3IMUHbIC
TIOJIXO/1bI 1 KOMOWHHUPOBATh (DPUIIOTCHETHUYECKYIO MH(POPMAIIHIO JUIs CO3JIaHMs HEKOETO 0000IICHHOTO,
WJIH, KaK TOBOPSIT, KOHCEHCYC JIepeBa MM KOHCEHCYC (QrutoreHuu. J{Jis Hamel TpyIibl BUIOB KapIOBBIX
pBIO TaKOE JEPEBO YUUTHIBAIO TEHETHUYECKYIO U KOJIOTHUYECKYI0 nHpopmarmto (puc. 7.2.6).

Puc. 7.2.6. Koncencyc
_— L. waleckii 0epeso 05l UCCIe008AHHBIX
f’,f”"ﬁ:fﬂ’ P, lept"ceph"’l”s 6U008 KAPNOBbIX pblo,
PR P e T. hakonensis noocemeticmea Leuciscinae
f_Hd,ff*’"’;H,.ff:i_,ﬁ-"'f' e T. ezoe ‘ (Ilo Kapmasyes u op., 2002).
= L:’Q:H gl T. brandi Fig. 7.2.6. Consensus
e dendrogramm for the studied
i T. nakamurai species of Leuciscinae
subfamily of the Cyprinid
species.

7.3. KOHUENUWUA BUOA. OB30OP JIMTEPATYPHbIX OAHHbLIX O
FEETEPO3UITOTHOCTU U PACCTOAHUAX

[Ipexne, ueM caenath 0030p, HEOOXOIUMO PACCMOTPETh MPUHIMITHAIBHBIE CXEMbI BUI000pa30Ba-
HUSI, C YIETOM FeHETUYECKUX MPOLIECCOB, KOTOPBIE BIMAIOT Ha BU000pa3oBaHue. B pa3BuTHe OCHOBHBIX
uneit CTO, u B yactHoCTH cxembl JloOxkaHckoro (cM. puc. 7.1.1), bymr (Bush, 1975) npeacrasuin cxemy,
KOTOpasi OTPayKaeT PoJib MPEpPhIBAHUS MOTOKA TEHOB JUIsl BUA00Opa3oBanus (puc. 7.3.1).

BHewHee npoucxoxdeHue bapbepos BHympeHHee npoucxoxdeHue 6apeepos
ana nomoka eeHoe BPEMS 018 nomoka zeHoe
CTAONN
ANNONATPUYECKOE MAPAMATPUYECKQE CUMMIMATPUYECKOE
Tum la Tun 1b Tun 2 Tun 3

-

CHibHBI Cnabwiii

OO O

-]

0060

O
€
O
OO

Oapbep C'nlpb‘-p‘
3
[Mapanarpuueckue Inpoko CII\Imerl[l[(:C[\IICv Vikonapanarpuueckue LInpoxo cummarpuHeckne
HIH CHMITATPHYECKHE 10 a110narpHHeCKiX A0 A110naTpHYCCKHX
Ipexonynsuuonnsie PUM, [pe- nan/n nocTronysunoxHbe PUM.
OrpaHHYCHHBIE JOHOI PA3BHTBIC BHYTPH H BHC 30HBI
nepeKphIBaAHMS NEPEKPBIBAHIA

Puc. 7.3.1. Juaecpamma enasnvix cnocob6os sudoodpasosanus. PUM — penpodyxmuenvie usonupyoujue
mexanuzmol (Ilo Bush, 1975).

Fig. 7.3.1. Diagram of main modes of species origin (From Bush, 1975).
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Bapbepsl TOTOKY réHOB MOTYT CO3/1aBaTh PENPOAYKTUBHbIE U30IUpyolue Mexanu3Mbl (PMIM)
WIH PENpOAYyKTUBHO u3onupyromue 6apsepsl (PHB), koTopsie B cBOIO ouepenb BeAyT Janee K
(OpMHPOBAHUIO BUIA; TIPU PA3ITUYHBIX CUTYalUsAX B IPUPOJIE, PEATH3YIOTCS pa3IMUHbIE CTIOCOOBI
BUn000pazoBanus (puc. 7.3.1). Hu cxema, nannas Boime (puc. 7.3.1), Hu cama pabora bymia (Bush,
1975), He oTBeuaroT Ha MHOTHE (yHJaMEHTAJIbHBIE BOTIPOCHI BU000pa3oBanus. Hampumep, HesiCHO,
Kak#e crocoObl BUI000pa30BaHUs HauboJee YacThl B IPUPOJIC U ACUCTBUTENHHO JIM MTPEPhIBAaHUE MTOTOKA
TCHOB SIBJIICTCS] €IMHCTBEHHBIM, IPHHIUTHAIEHBIM (PaKTOPOM TPU BUI000pa30BaHHH, HITH IEHCTBYIOT
Ipyrue He MeHee BakHbIe (pakTopbl? UTOOBI MPOIOIKUTH NajbHeIIee 00CyKIeHHe TakKe BaXKHO JaTh
onpezeneHue Buaa. Yto takoe Buj?

Onpenesienue Buaa

Buo — amo 6uonozuueckasn zpynnuposKka, cocmoauiasn u3 00OHOU Ui HeCKObKUX NONYIAUUIL
nepeKpecmHo pa3mMHONHCAIOUUXca 0cobeil, Komopwvie penpooyKmueHo U30IUPOEAHbL OM OPYy2UX MAKUX
2PYRRUPOBOK U CIMAOUIbHBL 6 RPUPOOe, 3aHUMAA onpedeienHblil apean (OTIpeeneHe aBTopa). B
MPUHLUNUATBHBIX O3ULIUAX, 3TO onpeaenenue, TunnyHoe st BKB. Tak, oqHO 13 mepBoHaYaIbHBIX
onpenenenuii BKB ¢popmynupyercs crneayrommm oopazom “Buod — amo penpooykmusHnoe cooduecmeo
nonynayuii (penpoO0yKmueHo U30aupo8aAHHbIX OM OPY2UX), KOMOpoe 3aHUMAen ONPeOeIeHHYI0 HUULY
6 npupooe” (Mayr, 1982, p. 273). MbI npuMeM 3a OCHOBY B fnanbHelei nuckyccun bKB, koTopas
OTpaHHYEHHA, B OCHOBHOM, BBICITUMH OMceKkcyanbHbIMU oprann3mamu (Maiip, 1968; Tumodees-
Pecorckuii u 1p., 1977; Templeton, 1998). BKB nHanbosnee 6J1U3K0 OIXOIUT K TEOPHH MOMYJIISITHOHHOM
TEeHETUKH U, TO3TOMY, 5 IPEANOYUTAI0 HCIIOIh30BaTh €€ B 3TOW U B CIEAYIOIIEH JEKINH, KaK KOCTSIK
JIMICKYCCHH, HE CMOTPSI HA OTMEUYEHHOE BBIIIIE OTpaHnYeHHE. FIMEIOTCSI HECKOIBKO APYTHX KOHIICTIIHA
BUJIA CO CBOMMH MPEUMYIIECTBAMH U OTPaHUYEHUSMHU, KOTOPbIE ObUTH KPUTHYECKH MPOAHATU3NPOBAHBI
(Kpacunos, 1977; King, 1993). Criucok 3TUX KOHLENUUN AaH HUXKE.

e JInHHeeBCKUU BU]I.
buonornueckas KOHUEOIHS BUAA.
buonornueckast koHmenius Buaa B Moaudukanuu Maiipa (BKB) (Maiip, 1947; 1968)
BKB, monudukamus II (Mayr, 1982).
Konnenmus «pacmnosnanus» (recognition ) Buna (Paterson, 1978; 1985).
Konnenmus cimouenHoctu (cohesion) Buaa (Templeton, 1989).
DBOJIIOLIMOHHAS KOHLICIIIHS BUA.
DBoronmonHas KoHuenus suaa Cumrmcona (Simpson, 1961).
DBororMonHas kKouuenius suaa Bunes (Wiley, 1978).
Dxonoruueckas konuenuus suaa (Van Valen, 1976).
Ounorenernyeckas konmenius Buaa (Cracraft, 1983).
O030p T1aHHBIX 0 TeTEPO3UTOTHOCTH M TeHETHYECKHX PACCTOSTHUSAX

YTtoObI CyIUTh C TEHETHUECKOM TOYKHU 3PEHUS O BUA000Pa30BaHUH, HEOOXOIUMO 3HATh, KaK
MUHUMYM, 00 ypOBHSIX T€HETHYECKON U3MEHUUBOCTH CPEIN BHYTPUBHUIOBBIX I'PYHIHUPOBOK U FPYII
TaKCOHOMHMYECKOT0 panra (TpedoBanue napaaurmsl BKB; Maiip, 1968; Tumodees-PecoBckuii u ap.,
1977), a Takke 00 OTHOCUTEIILHON JUBEPTECHIINH TeHO(OHI0B (hOPM, KOTOPBIE TTPEAMOI0KUTEITHLHO
NPECTaBISIOT pa3InyHble cTaauu GOpMUPOBaHUS BUAA (B cOOTBETCTBHHU ¢ mapanurmoii BKB u npyrumu
napaaurmMam; cMm. puc. 7.2.1, puc. 7.3.1, a Takxe Maiip, 1968; Tumodees-PecoBckuii u ap., 1977; King,
1993). B nepByto ouepeib, MPeACTABISIETCS MOJE3HBIM PACCMOTPETH JIaHHbBIE IO TE€HETUYECKOU
W3MEHYMBOCTH, KOTOPYIO Hanbosee aaekBatHo (Nei, 1975; 1987; Nei, Kumar, 2000) npeacrasisiet
CPEeIHSISI TeTePO3UTOTHOCTh Ha 0c00b/T0KyC, H (CM. BhIpaXkeHHUE BhIlIe). Pernpe3eHTaTUBHBIN 0030p, XOTS
¥ J0BOJILHO JaBHO, naH HeBo u ero komteramu (Nevo et al., 1984; puc. 7.3.2).
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Puc. 7.3.2. Yposnu cpeoneti cemeposucomnocmu (H) 6 paznuunvix maxconax (Ilo Nevo et al., 1984).
Fig. 7.3.2. Levels of mean heterozygosity (H) in different taxa (From: Nevo et al., 1984).

B cpenHeM 1mo3BOHOUYHBIE )KUBOTHBIE UMEIOT reTepo3urotHocts H = 5%, 6ecrio3BoHouHbIEe — H =
9%, a pacTeHUs: MPOMEKYTOUHbIE 3HAUCHUS MEXIY dTUMHU ABYMsI BelWYrMHAMHU. Jlpyrue 0030pbl Aal0T
CXOJIHBIEC 3HAUYEHUS, HAIIPUMED, AJIs pbI0 BEJIMYMHA TeTepo3uroTHoctu coctasmia H = 0,051+ 0,003
(Ward et al., 1992). [lpunumMas Bo BHUMaHHE, YTO TOJIBKO OKOJI0 25-50% M3MEHYMBOCTU OEJIKOBBIX
MapKepoB I'€HOB OOHAPYKHUBAETCS TIOCPEICTBOM 3JIeKTpodopesa (cM. JucKyccHio B JIekiuu 5), MOXKHO
cieNaTh 3aKII0YEHHE O OONBIION FTeHETHUECKOH N3MEHYMBOCTH, MOIEPKUBAEMON B IPUPOIHBIX
nomynsusax — 10-20% u 6oee JI0KyCOB MOTYT OBITh T€TEpO3UTOTHRIMHU Y cpeHel ocodu. Takum
00pazoM, 3TOT (pakT moAepP)KMUBAET BO3MOKHOCTh, MpuHuMaemyro CTD u BKB, akkymynupoBanus
TeHETUYECKOM N3MEHYMBOCTH Tocie pa3aenaeHus renogonaoB. Ha cranusax 1-4 B cxeme, mpuBeieHHON
panee (puc. 7.3.1), mpu cioco6e BumooOpa3oBanusi 1a, 7T0O MOXKET BECTH K IICHOTPOITHOMY
BO3HHKHOBEHUIO PENPOAYKTHUBHBIX H3osupytomux 6apbepos (PUb unn PUM — cwm. puc. 7.3.1) 1,
COOTBETCTBEHHO, K BO3HUKHOBEHUIO BU/JIA.

ComnocTaBneHre HEKOTOPBIX IPYTHX MapaMeTpOB U3MEHUMBOCTH TMOKA3bIBACT, YTO FeHETUUECKast
M3MEHYMBOCTh MOXKET 3aBHCETh OT JPYTHMX UCTOYHUKOB M HE TaK MPSMO CBS3aHA C IBOJIOLUEH U
BpeMeHeM n30isiinuu reHodonioB. Hampumep, renernueckas nuddepenimanus B mkane Gst [Gst = (Ht-
Hs) / Ht; cm. Gosiee neTanbHbIE OOBSICHEHUS O TOMYJISIMOHHON TudPepeHIranum, B TOM YUCIIE O
muddepeHIManuy AByX TPyl Jococei B [11aBax 7-8) 3HAUUTENBHO pa3uvaeTcs B ABYX OMU3KUX pojax
nococei (puc. 7.3.3), KOTOpbIE SKOJOTUUECKH OTIUYHBI U UMEIOT, B CPEIHEM, TIOMYJISIIUN PA3TUIHOTO
pa3Mmepa (AnTyxoB u ap., 1997, tabnuna 2.5). [IpuBenenHbie JaHHBIEC TOIACPKUBAIOT UACIO O TOM, YTO
OOJBIINIA TTOITYJIAMOHHBINA pa3Mep MOXKET ONpeessiTh Oopime 3HaueHus: H, HO He TIOIePKUBAIOT
BPEMEHHYIO KOHIEIIIUIO pa3ieNeHus IByX reHO(POHIOB, Tak Kak Salmo Gonee NpeBHsS TPyMIA, YeM
Oncorhynchus (Neave, 1958).

Jpyrumu cioBaMu pa3mep, a TouHee reHeTruuecku 3G (GeKTuBHbIN pazmep nomysiiuu (Ne; cm.
I'maBa 8), MokeT OBITH KITFOUEBBIM TTapaMeTpoM, ornpeaersitommum pasnuaust H (Soule, 1976; Nei, 1975,
1987). JlutepaTypHbie JaHHBIEC TTOATBEPKIAIOT, BO BCAKOM Ciy4ae, 4YTo pa3nuyusi Ne y MHOTUX
OpPraHU3MOB CYIIIECTBEHHHI (puc. 7.3.4).
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Puc. 7.3.3. Conocmasnenue cenemuyeckoii ougpgpepenyuayuu 8 08yx pooax J0Ccoceswvlx pblo 8 wKaje
cmanoapmuzuposannvix wacmom annenei (Gst = Fst). Cyos no eeruuune SE (cmanoapmuoii oumudxu),
paznudus Gst A61A10MCA 3HAUUMBIMU CIMamucmudecku. Buympuepynnogoii komnonenm ompasicaem
eenemuueckoe pasHooopasue 8 Karcoom u3 08yxX MmaxKCcoHO8.
Fig. 7.3.3. Comparison the genetic diversity in two salmon genera in the scale of standardize allele
frequencies (Gst = Fst). Judging on the SE, the Gst differences are statistically significant.
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Puc. 7.3.4. Conocmaenenue cpeonux senuvun sgpghekmusnoco pasmepa nonyayuil (Ne) 6 mpex
PA3IUYHBIX 2PYANAX HCUBOMHBIX: | - no360HOUHbIe, 2 — HA3eMHble OeCNO360HOUHbIe, 3 — MOPCKUE
becnozeonounbie.

Fig. 7.3.4. Plot of effective size (Ne) values across three different animal groups: 1, Vertebrates, 2, Land
Invertebrates, 3, Marine Invertebrates.

B cooTBeTCcTBUY € OCICTHUME JAHHBIMH MOYKHO HHTEPIPETHPOBATh paznuune H MexIy
MO3BOHOYHBIMHU U 0€CITO3BOHOYHBIMH KUBOTHBIMH (CM. puc. 7.3.2), Kak 00yCIIOBICHHOE, B OCHOBHOM,
pazmmuusimu Ne. Bernmuunst H u Ne sBisifoTcst QyHKIIMOHABHO CBSI3aHHBIMU COTJIACHO MOJICITH
O0eckoneuHoro yucia mytanuid (Infinite mutation model, Nei, 1987). Dta monxens, KoTopas SBISETCS B
TPUHITUIIE MOJICIIBI0 HEUTPAIbHBIX MyTallui, HE IPOTUBOPEYHUT COBCEM HE HEHTPAILHBIM TUICHOTPOITHBIM
a¢dexram Ha PUB B x011€ Tporiecca Bu1000pa3oBaHusi, KOTOPhIC BOSHUKAIOT HA OCHOBE HAKOIIIICHHBIX
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MyTAaIUi, KOT/Ia KaK/1as U3 HUX 0 OTJAEIbHOCTH HEUTpaabHa. XOTsI MHOTHE YUYEHBIE CTOSIT B OIIO3HUITIT
K MTOJIHOCThIO HEUTPAIbHOM 3BOJIONUU MOJEKYIApHBIX MapkepoB (Lewontin, 1974, Antyxos, 1989),
MMEETCs] HEMaJIo IPYTHX, BO IIaBe ¢ pa3paboTunkom moaenu Kumypa, KOTopble CHUTAIOT, YTO
HENTpaabHbIe MyTallMK HAMITYYIIUM 00pa3oM 0OBACHSAIOT MOJIEKYJIsIpHYT0 sBotonnio (Kimura, 1969;
Net, 1987). MbI He OyieM pa3BepHYTO JUCKYTHPOBATh Ha ATY BECbMa CII0KHYIO TEMY B JaHHOM Kypce
JEKIUH, XOTs OyIyT MpeACTaBIeHbl HEKOTOPBIE (DaKThI, KOTOPHIE HE COTIACYIOTCS C IKCTPEMaIbHBIMU
BapUaHTaMU HU CEJICKIIMOHUCTCKON, HU HEUTpanncTckon Touek 3penus (Jlexkuuu 8-10). Celiuac
MPEJICTaBISIeTCS BOSMOXKHBIM MIEPEUTH K JTUTEPATyPHBIM JAHHBIM O TEHETUYECKOM CXOJICTBE WIIH,
Ha000pOT, pa3nuIusIM (PACCTOSTHUSIM).

B nepapxuu TakCOHOB KMBOTHBIX MOJBUIBI UMEIOT AMAIA30H BEIHUMHBI KOd(hUlleHTa
CXO/JICTBA, WU HopManu3oBaHHOU uaentudHoctu Hes, I (Nei, 1972; Dn = -In I; cm. Bbiie Paznen 7.2): 1
=0.6 — 1.0, c mogoii oxomo 0.8, B cOOpHOI TpyIIe NOTyBUAOB U OJTU3HEIIOBBIX BUAOB JHANa30H
BapbupoBanus coctaBui — I = 0.5 — 1.0, c Moznoit okoso 0.7, cpeau BUIOB AMANa30H BapbUPOBAHUS PaBEH
—1=0.5-1.0, c momoii Taxoxe okono 0.7 u ans pogos — I = 0.0 — 1.0, ¢ momoit 0.2 (puc. 7.3.5).
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Puc. 7.3.5. Yacmomnoe pacnpedenenue kos3ghghuyuenmos cxoocmea y npeocmasumeneli pasiuiHbix

MAKCOHO8 HCUBOMHBIX.

Jlannvie asmopa (ne onyonuxosansi). Ilooasnsarowee 6oabuuncmeo 3Havenull Koaghpuyuenma
cxoocmea npedcmasierul 1, koaghguyuenmom cxoocmea Hes (Nei, 1972). [Ipu omcymcemesuu 0anuwix 01
[ ucnonvzosanvl 3nauenus u Opyeux 6IU3KUX Koappuyuenmos. N — uucio conocmasieHHbIX MaAKCOHOS.
Fig. 7.3.5. Frequency distribution the similarity coefficient among the representatives of different taxa in
animals. Data are from Kartavtsev (in preparation). Bulk of Is are the normalized similarity indices (Nei,
1972). N is the number of taxa in comparisons.
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TpI/I M3 YCTBIPECX pacnpez[eneHHﬁ SABJIAIOTCA OAHOMOAAJIbHBIMHU, XOTS OHU U HEC COOTBCTCTBYIOT
HOPMaJILHOMY pacIpeleIeHUI0, TOTa KaK rPpyIIa MOJyBHIbI — OJIU3HEIIOBBIC BUbI IBHO OMMO/1aIbHA
(XOTsl cTaTUCTHYECKasi 3HAYMMOCTH 3TOTO 37IeCh OTCYTCTBYET U3-3a MaJIOW BRIOOPKH), YTO, OUYEBUIHO,
OTPaKaeT UCKYCCTBEHHOCTh MX O0BEAMHEHUS B OAHY rpyniy (puc. 7.3.5). To ecTb, reHeTHYeCKast
AUBCPIrCHINA 6OJ'II>HH/IHCTB3_ 6J'II/13HCIIOBBIX BHUJI0B BIIOJIHE COIIOCTaBHUMa C TaKOBOU O6I)I‘~IHI)IX BHUI0B, KaK
3TO OTMEYaId MHOTHE aBTOPBL. B cpeiHeM MMeeTcsl OueBHIHAS TEHACHIMS YMEHbIICHHUS KO3 HIIneHTa
CXOJICTBA C YBEJIMYCHUEM paHra TakcoHa (puc. 7.3.6).

= 08
0,6
0,4
0,2 1

CpegHee,

TaKCOHbI

Puc. 7.3.6. ['enemuueckoe cxo0cmeo 8 maxkcoHax pasiuyHo20 pamea: cpeoHue 0is epynn.

1 —noosuosi, 2 — nonyeuost u 8Udbl-080UHUKU, 3 — 8UObL, 4 - poObl. JIuHuu — dosepumenbHbIl
unmepean (95%).

Fig. 7.3.6. Genetic similarity in taxa of different rank: mean for the groups. 1, Subspecies, 2, Semispecies
and sibling species, 3, Species, and 4, Genera.

KoaddutimeHTsl BHYTPUBHIOBOTO TEHETHUECKOTO CXO/CTBA UIH PACCTOSIHUS OBLIT H3MEPEHBI NS
MHOTHX Tpyrmi opranu3moB (Lewontin, 1974; Nei, 1987; Antyxos, 1989). Bennunna cpegnero
TEHETUYECKOTO CXOJICTBA HAa 3TOM YpoBHE cocTaBisieT okoJio I = 0.95 (cm. neranu B Jlekuuu 8). Takum
00pa3zoM, UMEIOIIHECS TeHeTUYECKHE TaHHbIe ToaaepkuBaioT (1) ocHoBHyto uaeo CTO o
HE0OXOIMMOCTH M30JISIIMU TeHO(OoHI0B 171 popmooOpazoBanus U (2) reorpadpuueckuii crnocod
BunooOpaszoBanus (Tum 1a, cm. puc. 7.3.1), kak mpeoO1aIaronIyo B IPUPOIE MOJETh (POPMHUPOBAHUS
BUJIa C IOCTETICHHBIM HAKOIJICHUEM MEIKUX TeHETUYECKUX PAa3Iuuuil.

[Ipeanonarator a1 mpeacTaBIeHHbBIE JaHHBIC, YTO BUI000pa3oBaHue Bceraa ciaeayer Tumy la? A
noJiararo, 4to HeT. HeckoiabpKo mpuMepoB, IPUBEICHHBIX HIKE, TTOATBEPKIAIOT 3TOT OTBET. Tak, B
[[IBernu, B 0JTHOM U3 TOPHBIX 03€p, OBLIIM U3BECTHBI ABE (hopmbI hopenn. HensBecTHBIM OBLIIO TOIBKO,
U30JIUPOBaHbI 1M X reHodoH sl win Het. [locne renernueckoro uccnenosanus (Ryman et al., 1979), y
3TUX opM ObLITH OOHAPYIKEHBI /1BA PA3TUIHBIX (DUKCUPOBAHHBIX AJIENS, KOTOPBIE OJHO3HAYHO JTOKA3aJIH
MIOJTHYIO U30JISIIUIO 3TUX CUMITaTpUYHO obuTaronmx ¢openeit. Korna nossuics cnoco6 6e30mmb04Ho
pasnuyath Bcex 0coOel, TO A ATUX ABYX TAKCOHOB OOHAPYKHJIU U IPYTUE pa3Indusi TeHOPOH0B
(Tabn. 7.3.1).

Tabnuua 7.3.1. ['eHeTnYecKkne pasnmunsa Mexay cumnaTpudHbiMu TakcoHamu gopenn Salmo
trutta B LUBeunn (Mo Ryman et al., 1979 ¢ nameHeHmsamn)
Table 7.3.1. Genetic differences among sympatric taxa of the trout Sa/mo trutta in Sweden
(From: Ryman et al., 1979 with modification)

JOKYC ®OPMAI | ®OPMAII
(AJIVTEJID) LDH-1 LDH-1 X2
(100/100) (240/240)

AGP-2 (100) 0.976 1.000 4.82%
CPK-1 (100) 0.562 0.293 26.04%%
EST-2 (100) 0.967 0.886 3.37
LDH-5 (100) 0.872 1.000 12.63%%*
MDH-4 (100) 0.571 1.000 51.08%**
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SDH-1 (100) 0.891 1.000 10.58%**
SOD (100) 0.989 1.000 0.01

[IpuBenennbie B Tabnuiie 7.3.1 m1aHHBIC WIUTFOCTPUPYIOT MBICIIH O TOM, YTO MHOT/IAa OYEHb
MaJICHbKUE pa3NIuiusi CTPYKTYPHBIX T€HOB MOTYT co3niaBath PUB, u Takum o0pa3om, penporyKTUBHO
M30JUPOBAHHBIC OMOJIOTMYECKUE SAMHUITBI. B KOHKPETHOM cilydae, TeHETHIECKUE PACCTOSTHUS,
oOHapy>keHHbIe Ut 1BYX Gopm (openu paBubl, D, = 0.02 (Ryman et al., 1979), yto HaxonuTcs Ha
YPOBHE BHYTPUBHIOBOM TeHeTHUeCKOU nuddeperuanuu. J{is 10coceBbIX pbl0 UMEETCSI MHOTO TaKUX
npumepos (puc. 7.3.7).

3 . .o . Puc. 7.3.7. I'enemuueckue
PpaAccmosiHus 6 MaKCOHAX

J10COCesbIX pulh

1 — nonynayuu
HYmMpuU 6uoda, 2 —
noosuosl, 3 — euowl. Touxu
— umepamypHuvle OanHbvle,
KpecmuKku — OaHHble
asmopa (Ilo Kapmasyes,

I I I I I 1995).

0 0.1 0.2 0.3 0.4 Fig. 7.3.7. Genetic
distances in taxa of salmon
fishes (From Kartavtsev,
1995).

1, Populations within
species, 2, Subspecies, 3,
Species.
OTOT rpaduK MOATBEPKIAET MBICIIb, YTO Y JOCOCEBBIX HEOOIBIITNE U3MEHEHHSI MOTYT CO3/1aBaTh
OMOJIOTUYECKHE BHJIBI M 32 KOPOTKOE BPEMsI, IIPEJIIOIarasi peaan3aluio albTepHATHBHON MOJICTTN
BUJ1000pazoBaHus (00 3ToM OyAeT CKa3aHO HUXKE), XOTS B IeTIOM (CM. puc. 7.3.7), ¢ OYEBUAHOCTHIO
npeo0iagaeT BUA00Opa3oBaHUE 0 MOJIENH 1a.

JHpyrue $hakThl Takke MpeaynpekaatoT O HEMPaBOMOUYHOCTH YIPOIIEHHBIX 3aKIIFOUEHUH O
crioco0ax Bu000pa3zoBanus. OUeBUIHO, YTO TEHETUUECKHI «BEC» BHUIA, CKAXKEM B mmiKaie Dy, MoxeT
OBITH Pa3NUYHBIM JJI PA3TMYHBIX TAKCOHOB KUBOTHBIX. Hanpumep, y amduobuit, B cpeqaem D, = 1.1, uto
Ha TIOPSJIOK BEJIMYMHBI O0JIbIIIE, YEM COOTBETCTBYIONIAs BenuunHa y ntutl, D, = 0.1 (puc. 7.3.8).
HamomuuMm, 4TO 3TH JaHHBIE COTIIACYIOTCS C HMMYHOTeHeTn4Yecknumu nanHbiMu (I'aBa 4, Paznen 4.3).

CKOpoCTh MOJICKYJISIPHBIX U3MEHEHUH WIIM TEMITBI MOP(OIIOTHYECKOM 3BOJIOIUH, HITH 00a BMECTe,
MOTYT OBITh HE OJJUHAKOBBIMU B PA3IMUHBIX (PUIETUUECKUX JTUHUSLX, YTO MOKET BECTH K Pa3TUIHIM
CpeIHUX 3HAUYCHUH MPU3HAKOB, HAIPUMEP TCHETUICCKUX PACCTOSHUM, TSI TAKCOHOB OJJHOTO PaHTa y
NTHI] U JISATYIIEK, KaK 3TO TOKa3aHo Uil ypoBHA poja (puc. 7.3.8). Jpyroif HCTOUHUK TOKE MOKET
N00aBUTH HEOIPEACICHHOCTH B 3TOM BOIIPOCE, 8 UMEHHO — TO MOMYJISIPHOCTH M OOJIbIIAs H3y4YEeHHOCTh
OJIHUX TaKCOHOB 10 CPaBHEHHUIO C APYTUMHU. ba3bl JaHHBIX U1 MIEKOTHUTAIONINX U MITUI] MHOTO Oorade,
YeM B JIPYTUX IPyIIax, 9TO MOXKET BECTH K ITEPEOIICHKE PaHra TAKCOHA B OJTHOM CJIy4ae U HEIOOICHKH —
B Aipyrom. B mo0om crnyuae, Hy»KHO OBbITh O4€Hb OCMOTPHUTENBHBIM, OMPEEsis KaKoiH-HUOYIb TPOCTOMH,
YHUBEpCAIbHBIA KPUTEPUNA paHra BUAA, poaa U T.A., Tuma Dy,
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Puc. 7.3.8. ['enemuueckue
p— MO NARRAA paccmosnus (D) 0ns 6udos
SCES AVES 00H020 P0OOa, NPeoCcmasIAUUX
\l/ ¢ pasauunble cpynnvl NO360HOUHBIX
arcueomuwvix (Ilo Avise, Aquadro,
1982, ¢ usmenenusmu).
.2 1.0 08 06 04 020 Fig. 7.3.8. Genetic distances (D,)
among species in separate animal
genera (Avise, Aquadro, 1982).
MpbI MOKeM Tenepb NPUHSITH, YTO BU000pa30BaHNE HE 00S3aTENBHO COMPSKEHO C U3MEHEHUSIMU
B CTPYKTYPHBIX T€HAX, KOTOPBHIE MOTYT OBITh OYEHb HE3HAUUTEIHHBIMU (Ha YPOBHE OOBIYHOM JIIsI
MOMYJISIIHA BUIOB). B MPOTHBOMONOKHOCTH 3TOMY, TOT/Ia MOYKHO OKUAATh B HEKOTOPBIX CIIydasx
BU000pa30BaHMs 3HAYUTEIBHBIX MIEPECTPOCK peryssaTopHbIX reHoB (Wilson, 1976). Takue naHHble He
4acThl B JINTEPATYPE, MOCKOIBKY TOYHOE UCCIIEOBAHHUE PETYISTOPHBIX CABUTOB, WIH U3MEHEHUN
SKCTPECCUH T€HOB, BeCbMa TpynoeMKo. Kpome Toro, kak y»e 0TMe4aaoch, CaMo JEJICHHE Ha
CTPYKTYPHBIE U PETYJIATOPHBIE TeHbI JocTaTouHO ycinoBHoe (Wilson, 1976). OnHako, eciu HE CTaBUTh
3a/1a4y OY€Hb TOYHOTO U3MEPEHUS PA3TUUYHUM SKCIIPECCHH, TO MOKHO MOJIYYUTh OUEHB MOJIE3HYIO
CPaBHHUTEIBHYIO HHPOPMAIIHIO C TOUYKH 3PEHUS U3YUYeHHs Mpollecca BUI0o0pazoBanus. B uactHoctu,
ObLTH 0OHAPYKEHBI JOCTATOYHO OOJIBIINE PETYIISTOPHBIE PA3INUMs (B BEJIMUYUHE SKCIIPECCUH
(epMEHTHBIX TEHOB) 7S ABYX OJM3HEI[OBBIX BHIOB TOJBIIOB, Y KOTOPBIX A0 32% J0KyCOB
JTUBEPTUPOBAIIA B 3TOM OTHOIIICHUH, TOT/1a Kak pacctostHue Dy, = 0.08, mout Ha ypoBHE, TUIIMYHOM IS
nomyJsiiuii ogHoro Buaa (Kaprasues u ap., 1983). [loxoxue pe3yabTaTsl ObUTH MOTYyYEHBI JIJIsl TPYIIIIBI
BUJIOB in Statu nascendy, B CEMEICTBAaX CUTOBBIX M XapHyCOBBIX pbI0 B 03epe baiikan. Pazopoc
TeHEeTHUYECKUX PACCTOSHUM A HuX coctasui, D, = 0.01 — 0.03 (Kaprasues, Mamontos, 1983), Torna
KaK JUBEPTEHIIMS 0 yPOBHIO 3Kcripeccuu (£) mocturaer 9-27% (Tabmn. 7.3.2).
Tabnuua 7.3.2. ConoctaBneHne akTMBHOCTM hepMeHTOB y Tpex opM curoBbix pblb (Coregonus) n oByx
dopm xapuycos (Thymallus) (Mo KapTasues, MamoHToB, 1983)
Table 7.3.2. Comparison of isozyme activity in three Whitefish forms (Coregonidae) and
Grayling (Thymallidae)

PA3JINYUA AKTUBHOCTU ®EPMEHTOB (QKCITPECCHUN)
C. autumnalis & |C. autumnalis & |C. lavaretus T. arcticus (Black
JOKYC C. lavaretus C. lavaretus pidschian & C.  |form) & T. arcticus
pidschian baikalensis Lavaretus (White form)
baikalensis

GPDH-1* - - - ++
GPDH-2* - + ++ -
MDH-2* - - - +
ME* - - + -
6PGD* ++ - + +
IDH-1* - - + -
IDH-2* + - - -
PGM-2* ++ +++ ++ -
FUM* + - + -
ACPH-1* - - - +++
JAoas (E) 18.2+8.2 9.1+6.1 27.349.5 17.4+7.9

[Ipumeuanwne. £ = n/ N, %. N — o0Iiee 9ucIio JIOKYCOB, /1 — YHCIIO JOKYCOB, I KOTOPBIX BU3YaIbHO OBLIO
00HapyKeHO pa3Inire akTUBHOCTeH. N Ui CUTOBBIX — 22, a7l XapuycoB — 23. 3Haku 0003Ha4aoT: ‘- —
AKTHUBHOCTb 3HAYUTEIBHO HE Pa3Inyaercs, “+” BOCIPOU3BOAUMBIC PA3INYMsl aKTUBHOCTH, “++ — IBYKpaTHbIE
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pasnuaus, “+++” — TpeXKpaTHBIC Pa3INIUs WU OOJIbIIIe.

7.4. CNOCOBbl BUAOOBEPA3OBAHUA: NONYNALUNOHHO-TEHETUYECKUA
B3rnan

B nepBoMm pazaene jgekiuu ObUI0 OTMEUYEHO, UTO TeOpUs BUJ000pa30BaHUs B TOUHOM HAYYHOM
CMBICIIE, TIpeToaraoneM (popManbHyI0 MOAEIH U DIIEMEHTHI MpeIcKa3aHusl Oy IyIuX COOBITHI ATON
MOJIEJIbIO, B BOJIOIMOHHON T€HETUKE OTCYTCTBYET. B KOHKpETHOM cilydae, Takas TEOpHs JOJDKHA
npecKa3bIBaTh 00pa3oBaHKUe BUAA WIIH, IO MEHBIIEH Mepe, ObITh CIIOCOOHOHN OTINYATh Pa3TUIHbIC
croco0Obl BUA000pa3oBaHus Ha 0a3e HEKOTOPBIX, KOTUYECTBEHHO OIpPeIesIeMbIX MapaMETPOB U HX
IMIUPUYIECKUX OIeHOK. Clienannbpie B 3TOM HampasieHuu maru (Avise, Wollenberg, 1997; Templeton,
1998) He ya0BIETBOPSIOT BhIIIe 0003HAYCHHBIM TPEOOBAHUSM.

B cBsi3u ¢ 3TM OblTa pazpabotaHa cxema u chopMyIMPOBaH aITOPUTMHUECKUI TTOIX0T
(KapraBues u ap., 2002), mo3BosOIIKE pa3indaTh CIOCOObI (MOJIETIH) BUJ000pa30BaHUs HA OCHOBE
psifa BaXHEHIINX MOMYJSIIUOHHO-TEHETHIECKHUX TTapaMeTPOB, MMEIOLINXCS B IUTEPAType. DTOT IMOAX0]
MOJKET 3aJI0KUTh paMKU OyyIiel TEOPHH - TeHETUYEeCKOW Teopuu BuaooOpa3oBaHus. B kauecTse
OCHOBBI JIJIs1 JOPMYJIMPOBAHUS SBOIFOIMOHHO-TEHETUIECKON KOHIIETIINU OBLTH HCITOT30BAHbI
cojiepaTeNbHbIe onucanus, caenanabie TemrmetonoM (Templeton, 1981). B pesynbTaTe co3nana
KJIaccu(UKaIMOHHAs cXeMa JUIs CEeMH M3BECTHBIX CIIOcO00B BH1000pa3zoBanus (puc. 7.4.1). DToT myTh
BEJIET K IOCTATOYHO MPOCTOM IKCIIEPUMEHTAIBHON cXeMe, KOTopas 1mo3BoJisieT: (1) oprann3oBaTh
JaNbHEeNIee UCccaeI0BaHnue BUA000pa30BaHUS B PA3IMYHBIX TPYIINAX OPraHU3MOB U (2) BEIBECTH
aHAJMTUYECKUE BBIPOKECHHS (YPaBHEHHUS) TSl KaXI0T0 crocoda BuaooopazoBanus (puc. 7.4.2). B nepoii
cxeMme (puc. 7.4.1) MOXKHO OIpeNeNIUTh, KAKHE yCIOBUS HEOOXOAUMBI JJIsl BUI000Pa30BaHUs, U KaKue
JIOCTaTOYHBI JIJ1s1 co3aanus Buaa (puc. 7.4.1). BaxkHo, 4To Hapsay ¢ 0OIMUM ONpEeIeICHUEM TOCTAaTOUHBIX
yCJI0BHH, BBOAUTCS ueThIpe (1-4) uzmMepseMbIx 3KCIIEPUMEHTAIBHO IECKPUIITOPOB (MX YHCIIO HA CAMOM
JieJie MOKET ObITh MPU HEOOXOJMMOCTH YBEIINYEHO), KOTOPbIE MO3BOJISIOT MPOSICHUTD, KaK WK B BUIE
Yero 3TH JOCTATOYHBIE YCIOBUS MPOSBIIAIOTCS B KOHKPETHOM CIIOCOO€ BUI000pa30BaHUS HITH B
noTeHIHaNbHOU Moaenu (puc. 7.4.1). Hanpumep, nuBepredTHbIN THI BUiooOpaszoBanus (TB) D1
00BSICHAET KJIaCCHYECKOe reorpaduueckoe (WIin aJuionaTpuueckoe) BugooopazoBanue. B cormacuu ¢
BKB 6o0sb1re nomyasiiuy U30IUpyOTCs (pa3pbiB MOTOKA FEHOB) U 3BOJIOLIUOHUPYIOT pa3IeNibHoO,
AKKyMYJHPYs MyTaIruu. YeM OoJbIlie BpeMsi C MOMEHTA H30JISIIUHU, TeM OOJBIINE TeHETUYECKUE
paccTosiHUs MPUOOPETAIOTCSI MEXKTy COOTBETCTBYIOIMME TakcoHamu (Nei, 1987, cM Takxke puc. 7.2.1 u
oOcyxnenue Boile B Pazaene 7.3), 1, COOTBETCTBEHHO, B HAIICH HOTAllMU BBOAUTCA Aeckpunrop: 1. Dy >
Ds (puc. 7.4.1). Ananoru4so, npu peanusanuu crocoda D1, He BOZHHKaeT HU KaKuX pa3Inuuii B ypOBHE
TeHETHYECKON M3MEHUYUBOCTH, KaK B PETYJISATOPHON YaCTH T€HOMA, TaK U 1O CTPYKTYPHBIM IeHaM;
noatoMy BBojsiTes: 2. Hp = Hp u 3. Ep = Ep (puc. 7.4.1). Hakonen, nmpu HEKOTOPBIX crioco0ax
BUJI000pa30BaHusl, MOTYT OBITh BaXKHBI HE TOIHKO YPOBHU U3MEHYMBOCTU U TEHETUYECKHE PACCTOSHUSA,
HO HEKOTOpPBIE JIOKYChI, ONPEEIIAIONINe KOMMYECTBEHHbIE IPU3HAKY, HEPA3TUUYUMbIE Ha MOJIEKYJISIPHOM
ypoBHE, HO Beayume Kk popmupoBanuto PUB, u cootBeTcTBEHHO, BBOAUTCS: TM — SKCIIEPUMEHTATBHBIN
TECT Ha MOAM(DUKAINIO; TOCIEAHUNA MO3BOJIUT TAKKE OTIIMYUTh SMUTEHETHUECKYIO0 U3BMEHUYHUBOCTD OT
TaKCOHOMMYECKH (PMKCUPOBAHHBIX pa3inuuuii (puc. 7.4.1).

O4eBHIHO, YTO BO3MOKHO BBEJICHUE KAKUX-TO IPYTUX JECKPUITOPOB, OTYyUYEHHBIX, HAIPUMED,
npu uccnenoBannu JJHK u ummyHorenerndeckux MmapkepoB. Camoe BaKHOE, UTO CXeMa,
npeoOpa3zoBaHHas B opMalibHbIE ypaBHEHUS (puc. 7.4.2) MOXKET OBITh OTIepallMOHATIBLHOM, TO €CTh, -
MO3BOJIATH KJIacCU(UIIUPOBATh TUIBI BUI00Opa3zoBanusa. OHa ObUIa MPOTECTUPOBAHA HA KapIOBBIX PhIOAax
(KapTagues u ap., 2002) u xopo1io oObsSICHIIIA HAIIK PaHHUE TaHHbBIC Ha ococsx (Kaprasues u ap.,
1983; KapraBues, MamoHTOB, 1983), 0 KOTOpBIX YK€ YIIOMHUHAJIOCH B 3TOi Jekunu. KoHneuHo, u cama
IpeJIoKEHHAsl cCXeMa M TeOPETUUECKHE OCHOBBI JOJKHBI ObITh PAa3BUTHI Jlajee.
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7.5. MIPAKTUYECKOE 3AHATUE 7

1. [Taker nporpamm: “POPULUS” — Ciryuaiinsnii npeiid resos. OToop u npeiid renos. [IpoBenure

1 poBOE MOJEIUPOBAHKE TSI IBYX PA3IMUHBIX CUTyallui Apeiida ¢ ycTaHaBIMBAEMbIMU MTapaMeTpaMu
(N =10 u N =999 u vacroramu amenei p=0.5).

2. UnTepuer-noaaepxka. [locetute caiiT U JONOTHUTE CBOM 3HAHUS O BHUJIE M BUIOOOPA30BAHUH:
/I:http/www.biology.ucsc.edu/people/barrylab/public_html/classes/evolution/genetic.htm
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Puc. 7.4.1. Tunvl sudoodpasosanus (TB): nonyiayuonno-eenemuyeckas mouxka 3peHus
Fig. 7.5.1. Speciation modes (SM): population genetic view (From Kartavtsev et al., 2002)

JIUBEPTEHTHBGIN TB

JI1. ATAIITHBHBIH

J12. K/IHHAJIbHBIH

J13. BHOTOITHBIH

Heo0xoaumble ycjiaoBus BHI[OOﬁpa3OBaHI/IH

JI1. a) Bo3HMKHOBeHHE BHEITHUX
H30JTUPYIOIIUX 0APbEePOB MOTOKY
retoB; 0) [lieiioTponnHOE BOZHUK-
HoBeHHe PUB (penpoayKTHBHBIX
H30JIMPYIOIIUX 0apbepoB) IJIU-
TeJbHO BO BpeMeHH

J2. a) OToop no KauHe ¢
U301 LMeH PACCTOHHEM
0) IlneitorponHoe
BO3HMKHOBeHue PUD

J3. a) OT00p B MHOKECTBEH-
HBIX OMOTONAX C OTCYTCTBHEM
H30JIIIMH PACCTOSTHUEM; 0)
Bo3nuxknosenne PUD uepe3
JU3PYNTHBHBIN 0TOOP MO
reHam, onpeae/silomumM
NoBe/leHue

JlocTaTo4yHbIe YCI0BUS BUA000OPa30BaAHUS

OrcyrcrBue 3¢ PpekTHBHOM OrcyrcTBHE 3¢ PeKTHBHOI OtcyrcrBue 3¢ PpekTHBHOM
ruOpUIAN3aI U B 30HE ruOpUIN3aI U BHE 30HbI rHOpUAM3ANUN BHYTPH U
KOHTAKTA KOHTAKTAa BHE 30HbI KOHTAKTA

[
1. Dt > Dg D, (S) 1. Dt > Dg o, (S) 1. Dt =Dg (O (S)
2. Hp=Hp 2. Hp=Hp 2. Hp=<Hp
3.Ep=Ep 3.EpzEp 3.Ep =z Ep
4. T™M 4. TM 4. TM"

JECKPHUIITOPHI

D — reHeruyeckue paccTosiHus IO
CTPYKTYPHBIM FeHaM:

Dt — B npeanosoxxuTe 1bHOM
POAUTENbCKOM TAKCOHE,

Ds — cpeau KoHcnenu(pMYHBIX 1€MOB,

Dp — cpeau noaBuI0B WK OJIM3HEN0-
BbIX BH/IOB;

Hp - cpenHsisi reTepo3uroTHOCTh B
NMPEANOJIOKUTEIbHOMN 104YepPHel
MONMYJISIIMHU;

Hp - cpeansisi rerepo3uroTHOCTH B
NMPEANOJI0KUTEIbHON POAUTEIb-
CKOM MOmyJIsiMu;

Ep — 1uBepreHuus no peryjasirTOpHbIM
reHaM B NPeanoJ0KuTeIbHOM
POAUTENbCKOM TAKCOHE;

Ep — nuBepreHuus no peryasiroOpHbIM
reHaM B NPeanoJ0KuTeIbHOM
J0YEepPHEM TAKCOHE;

TM'- TecT Ha MoaupuKannIo
(M0J10;KUTENbHDIN);

TM' - Tect Ha MOAU(PUKAIIHIO
(oTpULATEIbHBII).

3KcnepnMeHTaanme OIlCHKHA

mapamMeTpoB U BO3MOKHBIC JECKPUIITOPLI

st moaesau (teopuun), ® (S)



TPAHC®OPMATHUBHBIN TB

T1. TEHETHYECKHHUH

T2. XPOMOCOMHBIH

T3. THEPH/JOTEHHbIH-1

T4. THEPH/JOTEHHBIH-2

Heo0xoaumble ycjiaoBus BHI[OOﬁpa3OBaHI/IH

T1. a) I¢pdexT ocHOBaTE I,
NOPOXKIAOIINH ObICTPBIN
CABMI B paHee CTA0MJIbHOM
reHeTH4ecKoii cucreme; 0)
IIpoucxo:xnenne PUB kak
CONMPOAYKTA OTHOTO UJIH
HEMHOTHX reHHBIX 3aMeH

T2. a) UuOpuauHr u apeiid,
BbI3bIBaKOIIMe (PUKCALUIO
CTPOro cy0AOMHHAHTHBIX
XPOMOCOMHBIX MyTauui; 0)
Ipoucxoxnenne PUB na
OCHOBe TrHOPHIHOIO THCTEeHe3a

T3. a) 'uOpuan3zanus HecopMe-
CTUMBIX POJAUTEIBCKUX BU/IOB,
conmpoBosKaaeMasi 0TOOpOM Ha
noj/iepxanue rudpuIHOro
cocrosinus; 0) Ilponcxoxnenue
PUB Ha ocHOBe THOPHIHOTO
AUCTeHe3a

T4. a) 'uOpuau3anus HecoBMe-
CTUMBIX POJAUTEIBCKUX BUIOB,
CONPOBOXKIAaeMasi HHOPUIMH-
rOM ¥ 0TOOpPOM CTA0MJIBHOIO
pexomOuHanTa; 0) [Ipouncxox-
nenue PUDB Ha ocHOBe
rHOPUIHOTO IUCTreHe3a

I I
I[OCTaTO‘IHbIe yYcJIoBUus BHI[OOﬁp a30BaHusA

——

OrcyrcTBHe 3 PeKTHBHOI
rudpuau3anuu BHYTPH H

OtcyrcrBue 3¢ dpekTnBHOM
rudpuau3aluu BHYTPH H

OrcyrcTBHe 3 PeKTHBHOI
rudpuau3anum B 30He

OtcyrcrBue 3¢ dpekTuBHOM
rudpuau3anuu BHYTPU H

BHE€ 30HbI KOHTaAKTa BHE€ 30HbI KOHTaAKTa KOHTAaKTa BHE€ 30HbI KOHTaAKTa
1.Dr=Dp D4 (S) 1.Dr=Dp D5 (S) 1.Dr>Dp D6 (S) 1. Dt > Dg D5 (S)
2. Hp<=Hp 2. Hp<Hp 2. Hp> Hp 2. Hp<Hp

3.Epb=Ep 3.Ep=Ep 3.Ep#Ep 3.Ep#Ep

4. TM 4. TM 4. TM 4. TM

IKcnepuMeHTaJIbHbIE OIleHKH
napaMeTpoB M BO3MO:KHbIE IECKPUIITOPBI
st moaesau (teopuun), ® (S)




Puc. 7.4.2. Ananumuueckoe npedcmasienue cemu cnocob6o8 8udooopazo8aHusl.

Onucarue 0eckpunmopos 8 ypasrenus 0ano Ha puc. 7.4.1. D1 — D3 — smo oueepeenmubie
cnocobwl sudoodpazosanus, Tl — T4 — mpancopmamuenvie cnocodowvl 8UO00OPA308AHUSL.
Fig. 7.5.2. Analytical description of seven types of speciation modes.

Descriptors for equations are given in Fig. 6.4.1. DI — D3 are divergence speciation modes, T1 —
T4 are transilience speciation modes.

@, (S) € {(Dr>Ds) < (Ep = Ep) < (Hp=Hp) c TM} (D1)
D@, (S) € {(Dr>Ds) < (Ep # Ep)  (Hp = Hp) c TM'} (D2)
@; (S) € {(Dr=Ds) c (Ep %= Ep) c (Hp<=Hp) cTM'}  (D3)
D4 (S) € {(Dr=Dp) c(Ep#Ep) c(Hp<=Hp) cTM}  (T1)
D@5 (S) € {(Dr=Dp) < (Ep = Ep) < (Hp> Hp) c TM} (T2)
D5 (S) € {(Dr> Dp) < (Ep # Ep)  (Hp> Hp) c TM } (T3)

D7 (S) € {(Dr > Dg) c (Ep # Ep) c (Hp < Hp) c TM'} (T4)



rJ71ABA 8. MONYJ/ISAYNOHHO-rEHETUYECKASI CTPYKTYPA
BUAA

NMABHbIE BOINPOCDI:

8.1. NonynaunoHHasn cTpykTypa bucekcyanbHbIX BUAOB.
8.2. Tvinbl BHYTPMBMAOBOW CTPYKTYpbI.

8.3. MNMpuHuUMNbl nccnefoBaHNA BHYTPUBULOBOW CTPYKTYPbI.

8.4. NoneBoe nonynsauMoHHO-reHeTU4Yeckoe nccnegoBaHme.
8.5. MPAKTNYECKOE 3AHATUE 8.

PE3IOME

1. OCHOBHBIMH NapaMeTpaMH, ONPEEIAIONIMMU TeHETHUECKYI0 JUHAMUKY MOy Isuuid sistores: (1) p —
4yacToTa ajuiednd, (2) Ne — renetnuecku dpeKTHUBHAS YHCICHHOCTH NMOMYJsiuuu, (3) m —
KOI(PUIIHEHT MUTPAILUH, OTIPEEISIIOIINIA TOTOK TeHOB U (4) § — KOA(PPUIIHEHT eCTECTBEHHOI0
ordopa.

2. UccnenoBaHre BHYTPUBHIOBOI0 FeHeTHYECKOr0 pa3Hoo0pa3us TpeOyeT KOMILIEKCHOT0 OAX0/1a,
IPUHUMas BO BHUMaHUE KOMILJIEKCHOCTh MEXaHU3MOB, KOTOPbIE ONPENEISIIOT BHY TPUBUI0BYIO
W3MEHYMBOCTDH U AU PEpEeHIINAIHIO.

Chapter 8. POPULATION GENETIC STRUCTURE OF A SPECIES

SUMMARY

1. The main parameters, which determined genetic dynamics of populations are (1) p, allele frequency,
(2) Ne, effective size of population, (3) m, coefficient of migration defining a gene flow, and (4) s,
coefficient of natural selection

2. The intraspecies genetic diversity research requires a complex approach, taking into consideration
complexity of factors that cause variability and differentiation within a species.

8.1. NONYNALUMNOHHAA CTPYKTYPA BUCEKCYAJIbHbIX BUOOB

Hasaiite, onpenennM I Hadajla, O KAKUX BUAAX U O KaKMX HOIYJISIIMAX IOUIET pedb.
Bun.

B I'mae 7 mbl qanm nousTre Buaa coriacHo ouonornyeckoi konuenuuu (BKB). Oto
omnpenenenue Ha ocHope BKB Hanbosee opraHn4Ho COOTBETCTBYET MOMYJIALIMOHHO-TEHETUIECKOM
TEOPUH, U IMEHHO II03TOMY MBI €T0 HCIIOJIb3YEM B JAJIBHEHIIEM, HE CMOTPSI HA OTPAaHUYEHHUS, O KOTOPBIX
ynomunainocsk (I'nasa 7). [lomynsuuu, koTopsle cocTaBisiioT Bua 1o BKB, MoryT ObITh JIeTKO ornpeeseHbl
B TEHETUYECKUX TEPMHUHAX, U MBI PACCMOTPHUM Pl CBOMCTB TaKHUX MOIYJIAINN B 3TOU U MOCIEIYOIINX
I'maBax MIMEHHO B F€HETUYECKOM IUIOCKOCTH. ECTECTBEHHO, HAllle paCCMOTPEHHE HE IPETEHYET Ha
IIMPOTY U 0OOBEMHOCTh CIIEUANIBHBIX PYKOBOJICTB 110 APYTMM aCHEeKTaM MOMYJIIUOHHONW OMOJIOTUU
(Tumodees-Pecorckuii np., 1973; S1610K0B, 1987), K KOTOPBIM MBI M OTCHUIAEM 3aMHTEPECOBAHHBIX
YUTATEIICH.

Bun, o KOTOpoM MBI TOBOPUM, 3TO TaK)KE€ TAKCOHOMMYECKAsl €AMHMLIA. BUbI 1 OBUIBI
IPEJICTaBIISIIOT HAMMEHBIINE TAKCOHOMUYECKHE KATETOPUU U3 HECKOJIBKHUX, O KOTOPBIX MBI 3[1€Ch
HanoMHuM (puc. 8.1.1).

103



e

i
i
S
-
e
.

e
G
.

_Ww Puc. 8.1.1. Ilpumepwi

e B % : OCHOBHBIX MAKCOHOMUYECKUX

E i) ) Kamez2opuii: yapcmeo

; - (Kingdom), mun (Phylum),

&T}%ﬁ_‘fgtae 9 £ ; knacc (Class), ompso (Order),
+40,000 species ~ cemeticmeo (Family), poo
Class (Genus) u 6uo (Species) (I1lo
é‘{fgs) On-Line Biology Book, 2002).

Fig. 8.1.1. Examples of main
taxonomic categories.:
Kingdom, Phylum, Class,
Order, Family, Genus, and
Species (From On-Line
Biology Book, 2002).

8,600 species

Order
Passeriformes
(songhirds)

5,160 species

Genus
Dendroica
28 Species

Species

Dendroica fusca

Blackburnian warble
Figure 21.3(4)

Honmyasuuu

[Momynauuu MOTyT OBITH OIpEaesieHbl HeCKOIbKUMHU criocobamu (S16mokoB, 1987). JleGenen
(1946) ucronp30Baj MOHITHE 3JIeMEHTAPHAS MOMYJISIIIUA, YTOOBI OMPEICTUTh HAUMEHBITYIO SUHUILY
BUJIA, a B LIEJIOM UM BBIJICJIEHBI TAKUE MOpa3/IeiIeHus BUAa: oABuU ] (reorpadudeckas paca),
9KOJIOTMYEecKas paca, CTajio, deMeHTapHas nomyssiius. OgHako Jlebenes He cunTan sjeMeHTapHbIe
MOITYJISIIIK HACJIEICTBEHHBIMH IPYITTUPOBKAMH, TO €CTh, CAMOBOCTIPOU3BOISIIIIUMUCS PETIPOTy KTUBHBIMU
rpynmupoBkamu. SuynoB (1962) ucmnonap30Bain TEPMUH €TA/0, KaK CAMOBOCTIPOM3BOIAIIYIOCS €IUHHUITY, a
Mapp (Marr, 1957) monarai, 4To caMOBOCTIPOU3BOASIIEHCS €AUHULICH SBISETCS CYyONOMY ISIIUS.
Antyxos (1974) onpenenu JiokajabHOe €TI0 (JIOKAJIbHYIO NOMYJSINUI0): «/[oKkanvHoe cmaoo - 5mo
cucmema cyononyiayuil, KOMopas JKEUBALEHMHA 8 MEOPeMUYecKoM OMHOULeHUU ROOPA30eIeHHOll
nonynAuUU, U A615emcs HauMeHbulel, CMaOulbHOU penpooOyKmueHol eounuyeti suoay. I3noxenue psaaa
MOMYJISIIIUOHHBIX TTOHATUN U MHOTHX aCMEKTOB BHYTPUBHUIOBOI OpraHu3alyy U mpodiaeM BUAa JaHO
AntyxoBbIM (1974; 1983; 1989), S0nokoBbm (1987), UBankoBbIM (1998).

[osiBunmcsh u 6onee mozauue onpeneneHus nonysnuu (Muna, 1986; S16mokoB, 1987 u np.). 1o
CBOEM 0JIM30CTH K F€HETHUKE, KayKETCS BIIOJIHE YJIOBJIETBOPUTEIBHBIM TaKkoe onpenenenue. «llomynsanus —
3TO PENPOAYKTHUBHAS IPYIIHPOBKA OPraHU3MOB, KOTOpPbIE 00JIaat0T OOIIMM reHO(DOHIOM»
(Dobzhansky, 1951; 1970). Takyro MOIyJISIUIO 9aCTO ONPENEISIIOT TS PMUHOM J1eM nin MeHaeeBcKast
nonyJsinus. Y nokanbHoe cTago U CyOnmomysius MOANaAaoT Mo 3TO onpeeeHue. ANTYXO0B C
kosueramu (Antyxos, PerukoB, 1970; Antyxos, 1974; 1989; AntyxoB u ap., 1997) npencraBunu Beckue
J0Ka3aTeNbCTBA, YTO MOpa3ieTICHHbIC TOMYIISINY, TAKUEe KaK JOKalbHbIE CTaja, ABIsAI0TCA Ooee
CTaOWIIBHBIMU €IMHUIIAMH, KaK B TIPOCTPAHCTBE, TaK M BO BpeMeHH. VIMEHHO OHM SBIISIOTCS €IMHULIAMHU
BOCTIPOM3BOJICTBA U HBOJIIOLINHU, TIPECTABIISS TaK)Ke €AMHUIIBI 3anaca B mpombiciie. S06mokoB (1987, ¢.56)
TaK)K€ CUUTAET, YTO €UHHUIIAMH CaMOBOCIIPOM3BO/ICTBA BHYTPY BUJA SIBIISIFOTCS TPYIIIUPOBKH OoJiee
BBICOKOT'O paHra, ueM aembl. OJTHaKO MOTYT OBITh U UCKJIIOUEHHUS. B 4acTHOCTH, y CeBepHOU KpEeBETKH
€IMHUIIAMU BOCIIPOM3BOICTBA SIBJIAIOTCS TAaHMUKTHYEeCKuEe MeHneneeBckue nmomyssiuu (cm. Paznen. 8.4),
a, B PUHITUIIE, BOBMOXHO, YTO W BUJI B IIEJIOM OyAET eMHHIICH BOCIPOU3BOACTBA. DTO 3aBUCHUT OT
ocobeHHOCTeH OMoI0ruy OpraHu3MoB. B Hamem BBe1eHUM HEOOXOAMMO MMOTYEPKHYTh, UYTO UMEETCS JBa
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MCTIOJTb30BaHUs TEPMHUHA TIOIYJISIIAS: B CMBICIIE onpeesieHus J[007kaHCKOTo U B OOIIEM CMEBICITE, KaK
r000# rpynIbl 0co0ei, He Mpeanosaras reHeTUIeCKON Harpy3ku. B mociieiHeM cityuae BpeMEHHBIC
CKOIUICHUS, THIIA CTall ¥ 9KOJOTUYECKHUX TPYIIIT MOTYT HMEHOBATKLCS MOy isiiusiMe. Jlydire nzoerarb
TaKOTO BTOPOTO CMBICIIA.

UTOoOBI TOJIBECTH UTOT 3TOM TUCKYCCHH, CyMMHUPYEM CXEMATHIECKH MPEICTABICHHUE O
BHYTPUBUIOBOU CTpYKType (puc. 8.1.2).
Puc. 8.1.2. I'nasHnvle 6Hympusuooswie BUA
noopasoenenusi. 1) noosuowvi noasuna 1
(eeoepachuueckue pacwi), 2) 10KanvHble
nonynayuu (cmaoa), 3) oemul
(cyononynayuu, Menoenesckue
NONYIAYULL).
Fig. 8.1.2. Main intraspecies divisions:
1) Subspecies (geographic race), 2)
Local population (stock), 3) Deme
(subpopulation, Mendel population).

noasua 2

IokanbHas nonynauuna

[iew Jew

[Jem

JlokanbHas nonynaumns

JNokanbHasa nonynauus (\i@ flem flem

fem flem NokanbHas nonynsauus

[lem

B nmanHoOIf Ki1accuUKanuyi 0CO3HAHHO BBITYIICHBI TAKHE BHYTPHBHIOBBIC TPYIITUPOBKH, KaK
9KOJIOTHUYECKas paca U SKOTHII, KOTopsle MHOTHE aBTOophl (Hukonbckuii, 1968; Konosanos, 1980;
Pemernuxos, 1980; MBankos, 1998) BkitouaroT B u€papxXxuUueCKuil psii BHyTPUBHUIOBBIX KATETOPUH.
buonornueckas paca — 310 10BoJBHO ciioxHOe nmoHsaTue (Konosanos, 1980; MBankos, 1998). B
KJIACCUYECKOM MMOHUMAHUU PAChl — 3TO SKOJIOTUYECKUE, HE HACTEACTBEHHbIE TPYNIUPOBKHU. B ux
(dhopMHpPOBaHUH MPUHIUITHATEHYIO POJIb UTPAET MOIU(DUKAITMOHHAS U3MEHYMBOCTh U MEXaHU3M HX
JIeTepMUHAIIMY STUTCHETHUEeCKU. XO0Ts Ha 3TOT CUET UMEIOTCS U MHble MHEeHUS (Pemernukos, 1980).
Taxkum 06pa3om, HAIO YETKO OTJACIUTHh BHYTPUBHIOBYIO T€HETHYECKYIO U3MEHYUBOCTH OT
SAMUTCHETHYECKON n3MeHYuBOCTU. C Ipyroil CTOPOHBI, 4aCcTO, MO-BUIUMOMY, 32 Pachl MOTYT
MPUHUMATHCS Pa3IMYHBIC JIOKAJTBHBIC CTa/la, B MECTaX UX CUMIMATPUH, KaK ATO UHOT/Ia UMEET MECTO y
ropoymm (I'punienko, 1981; Kaprasues, 1986). 3aech TpedyeTcs oTAenbHas O0JbIas JUCKYCCHS, UTO,
OJIHAKO, BBIXOJIUT 32 PaMKH JaHHOTO Kypca.

8.2. TUNbI NONYNALNOHHON CTPYKTYPbI

Nmetotes nBa pa3nnyHbIX 0AX0/1a B ONMMCAHUN MOMYJISIIUOHHON CTPYKTYPBI.
DeHOMEeHOT0THYeCKH i TOAXO0/

[Ipumep Takoro noaxoaa K MOmyJisiLUU MOXKHO HaiTH B kHure Kupnuunukosa (1979). Ilpu
O0JJOOHOM MOAXO/JI€ BBIAECICHO YEThIpE TUIA MOMYJIALUOHHONW CTPYKTYpbI: 1) T Oenbaiory, 2) Tum
caszasa, 3) THI TUXOOKEAHCKHX JIOCOCeH U 4) TUII TyHIIa.

Ha xaxoM ocHOBaHMH BbIJEIII€TCS NEPBBIN TUI? benbtora — 3To ManonoABUKHAs, )KUBOPOASIIAs
prI0a ¢ HeOOBIIOH MII00BUTOCTRIO. [103TOMY, BUIOBOM apeas HacesSI0T HeOOIbIINE 110 YUCICHHOCTH,
XOPOIIO M30JMpPOBaHHbIe oy sy, Cienyromuil Tun Hanbosee XapakTepHO NPECTaBIseT Ca3aH,
HACEJISIOMINN pa3INYHbIe PEYHBIE H/UITH 03€PHBIE CUCTEMBI, XOPOIIIO W30JIMPOBAHHBIE JIPYT OT JApyTa U
HaceJICHHbIE BECbMa MHOTOUNCIIEHHBIMU CKOIUIEHUSIMU PbIO, KOTOPbIE MUTPUPYIOT, HO HE OYEHb JANIEKO.
TUNUYHBIM NPEACTaBUTEIEM TPETHETO TUIIA SBJISIOTCS BUbI TUXOOKEAHCKUX Jlococel (poJ
Oncorhynchus). Kaxnas peka, coriacHo KoHuenuuu KupnuuHukoBa, HaceJaeHa OTJeNbHbIM,
M30JIMPOBAHHBIM JIOKAJIbHBIM CTa/10M, UYbsl HHTETPUPOBAHHOCTD MO/JIEPKUBAETCS XOMUHIOM
(MHCTMHKTOM BO3BpaTa B peKy poxkaeHus). HakoHel, 4yeTBepThIi TUI IPEACTaBIEH TyHIAMU (1
NOJJOOHBIMHU OpPTraHU3MaMH), IIETATHYECKUMH PBIOAMH C OYEHb BBICOKOW MOBMYKHOCTBIO U OOJIBIION
IUIOIOBUTOCTBIO, KOTOPBIE JAaIOT OIPOMHBIE OMYJISAILNH, cl1ab0 auddepeHIupoBaHHbIE TeHETUYECKH.
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Uro B 3TOM OX07¢ HE BepHO. J[aBaiite pa3doepem B kadecTBe nmpumepa tam 3. Jaxe cpean
HanboJee MHOTOUYHCIICHHBIX IIECTH BHIOB THXOOKEAHCKUX JIOCOCEH HET €IMHCTBA B CMBICTIE
MO JIITUOHHON CTPYKTYPUPOBAHHOCTH. XOMHUHT y TOpOYIIIN TOBOJIBHO CIIA0BIi, TOT/1a Kak CUMa U HepKa
00J1a/1a10T BECbMa COBEPIICHHBIM XOMUHTOM. YHCIEHHOCTH CTa]] Yy TOPOYIIN MOXKET JOCTUTATh
MUJJIMOHOB 9K3EMILISIPOB HEPECTOBBIX OCOOEH, @ y CHMBI 3T HEPECTOBBIE TPYMIIbI MPECTABIECHBI TOJIBKO
COTHSIMU WJIH ThICST9aMU 0cO0€il. DT 0COOEHHOCTH OUOIOTHH BEAYT K c1aboi y TopOyIy U CHIIBHOH Y
CHUMBI I HEPKH TeHEeTHIeCKOH muddepennmannu. [laxe eme 0osee KOHTPACTHA, KAaK MBI YBHIIUM TTO3XKE,
BHYTPUBHIOBas reHeTHdeckas nuddepenmnuanus mococeii-popeneit poga Salmo u THXOOKEAHCKUX
nococeit pona Oncorchynchus.

HMenHO moaTOMy HEOOXOIUM APYTOil MOAXOA IS OMUCAHUS MTOMYJISIIUOHHON CTPYKTYPBHI.
MoO>KHO Ha3BaTh TAaKOW MOJIXO0/] HAYYHBIM MOJIXOA0M.

Hayunb1ii moaxoxn

Mgl paccmoTpuM JaHHBIN noxon B Paznene 8.3. I'naBHble uaen 3Toro noaxoaa 6asupyroTcs Ha
TEOPUH MOMYJISAIIMOHHONW TeHETUKH U, TAKUM 00pa3oM, UMEIOT TOUHbIC HayuHbIe pemienus. Hamo
MOJYEPKHYTh, YTO MHOT/IA 3TH PEIICHUS TPYIHO JOCTHKMMBI Ha IPAKTUKE U3-3a MaJIbIX 0a3 TaHHbBIX, WIIH,
MEHEEe YacTo, U3-3a TOT0, YTO caMa TeOPUs B HEKOTOPBIX YaCTAX HE JOCTATOUYHO Pa3BUTA.

8.3. MPUHLUMIMNbI NCCNEOOBAHUA BHYTPUBMOOBOWU CTPYKTYPbI

I'naBHble pakTOpPHI NONMYJISIHNOHHO-TeHETHYECKOWH JTUHAMUKH
Cpenu (pakTOpoB, BAUSIONIMX HA AUHAMUKY, UMEIOTCS ClTydyalHble, WJIM CTOXaCTHUECKUE, U
cuctemarnueckue. Hanmpumep, ciydaitablii apeiid reHoB — 3TO OJIMH U3 Haubosee BaKHBIX
CTOXaCTHUYECKUX (DAaKTOPOB reHETHIECKOH nuddepeHranum, 0COOCHHO B MAJIBIX TOITYJISIHX.
EctectBenHbIi1 0TOOp M MUTpaLus — 3TO cucTeMaTrueckue (haktopbl. OCHOBHBIE MOMYJISIIUOHHO-
TeHETUYECKUE TTapaMeTpPhl, KOTOPBIE OMPEEISIOT CTeNEHh TeHeTHIeCKoi muddepeniuanuu, 31o: (1) p —
yacToTa anjens (Mbl onpeaenuin ee panee B Jlekiuu 4, Paznen 4.2), (2) Ne — renetuyecku 3QpdeKTuBHAs
(umu IpocTo P PEeKTHBHAS) YUCIEHHOCTH MOMYJISIINY, (3) m — Ko GUIMEHT MUTpaluy, (4) s —
K0d(pGuUIMEeHT ecTecTBeHHOro 0TO0pa. [ToapoOHO 3TH mapaMeTpsl OyAYT paCCMOTPEHBI, HAPSITY C
JPYTMMH aHATUTUYECKUMU BBIKJIAJIKAMHU B CIEYIOIIEH JEKIUU.

Ceiiyac, MbI TUIIb IPOUILTIOCTPUPYEM AeicTBHE (DAaKTOPOB, HAUYaB C MEPBOTO U BTOPOTO
napameTpoB. JlaBaiiTe pacCMOTPHUM JIpeid reHOB BO BPEMEHH ISl OJTHOU MOITYJISIIH HEOOIBIIIOTO
pa3Mmepa. [lpelih reHOB BO3ZHUKAET KaK pe3yibTaT CTOXaCTHUECKUX OIIMOOK MpH Mepenaye reHoB U3
OJIHOTO MOKOJIEHUS B cieaylollee nokonenue. Ilycts yncneHHoCTh NOMyJIsIUM U 4acToTa ajuless
(ckaxxem, A) B Held paBHBI Ne = N = 10 u pa = 0.5, B ucxogHoM mokosieHud (tp). B aTom cirydae MoxHO
paccuuTaTh CTaHIAPTHYIO OMIMOKY (IPUIOMHUM, KaK MbI 3T0 Jienanu B [Ipaktuueckom 3aHsATUH 4 Ha
ocHoBe BbeIpaxxeHus 4.3): SE = V[(0.5%0.5)/20] = 0.16. To ecTs, B CJIEAYIOIIEM MOKOJIEHUHU Pa AOJIKHA
ob1Th 0.5 + SE. JIpyrumu cnoBaMu, HEKOTOPBIE M3 BHIOOPOK T€HO(OHA, TAIOLIHE CIEAYIoLIee
MOKOJIEHUE, MOTYT UMETh 4acTOThL: pa = 0.7 miu pa = 0.3 (33% BepositHocTH; cM. Jleknuto 11 ans
nosicienuit), uim paxe 0.5 + 2SE, pa = 0.9 unu pa = 0.1 (5% BepossiTHOCTH), ¢ HEKOTOPBIMU
YIPOIIEHUSAMH JIJIs1 00JIbITeH icHOCTH. OYeBHUIHO, YTO OYCHb CKOPO B TAKOW MaJICHbKOW MOMYJISAIINH
necatu ocobeit (N = 10) onpenenennsiit amiens Oyaet 100 ¢pukcupoBat (pa = 1), 1160 yrepsH (pa = 0).
B makete nporpamm POPULUS nHa 1miudpoBbIx mpuMepax Mbl HaOJ101a71 B JUHAMUKE H3MEHEHUS 4aCTOT
B TIOKOJICHUSIX, JIJISl pa3IMYHbIX MTapaMeTpoB p 1 Ne. Brliie Mbl onepupoBaii JaHHBIMH, TIOTYYSHHBIMU
Ha OCHOBE TeopeTHdYecKux cooOpakeHuil. [IpsiMble sSKkcriepuMeHTaNbHbBIE JaHHBIE TOTBEPKIAIOT UX (pHUC.
8.3.1).

Bce caenannbie 3aK1I04€HNS OCTAIOTCSI BEPHBIMU JUISI CITy4YaeB, KOTAa Ipeid mpoucxoauT B
npoctpanctBe (Wright, 1943, Li, 1955).
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Yucno reHos, bw 75

Puc. 8.3.1. /lpetigh cena bw75 u uacmommnoe
pacnpeoenenue 6 gbloopkax uz 100 sxcnepumenmanbHvIx
nonyaayuil Drosophila melanogaster (Ilo Buri, 1956,
saumcmeosaro uz Anmyxos, 1989).

Fig. 8.3.1. Drift and gene bw75 frequency distribution in
the generations of 100 experimental populations of
Drosophila melanogaster (From Buri, 1956, after
Altukhov, 1989).

Kak Bnusier yacTora reHa p Ha U3MEHYUBOCTh?
HauanbHoe 3HaueHHE YacTOTHI IPSIMO BIIUSET HA YHCIIO
MOKOJICHUH, MPOLIEAMNX 10 PUKCAIIMH WU YTEPH ajliess
IIPH PACCMOTPEHUU AUHAMUKH, OIIPEAEIIIEMON TOJIBKO Ne
(npetipom). OdyeHb HATIIATHO ITO BUTHO MPU
MozenupoBanuu ¢ nomoibio POPULUS wnu npyroro
MOJIXOJISIIET0 MaKeTa MporpaMmM. B mpuBeieHHOM BBbILIE
u(ppoOBOM IIpUMEpE, eciu B ty yacToTa amiens pa = 0.9, To
npu N = 10, SE =0.07 u, COOTBETCTBEHHO, YaCTOTA aJJIEIA
B CJICAYIOLIEM MTOKOJIEHUU MOXKET ObITh pa = 0.97 uim pa =
0.17 (33% Beposatnoctn) winu pa = 1.0 unu pa = 0.24 (5%
BEpOSITHOCTH). TO ecTh, pu ucxoaHoi yacrore 0.9
(dbukcamus aiens A, Win ero nepexoa B MOHOMOpdHoe
COCTOSIHUE, MOKET NMPOU30MTH YK€ B IEPBOM MOKOJICHHUH.

Murparusi ¥ ecTeCTBEHHBI 0TOOpP — 3TO JIBa CIEIYIOUINX, U3 YEThIpEX BaKHEUIINX (PaKTOPOB,
BIUSIONINX HA TOMYJISIUOHHYIO CTPYKTYPY. MBI pacCMOTPUM TOJIPOOHEE BIUSHUE ITHX ABYX (aKTOPOB B
clenyromen Jekuuu. Murpanus BIusieT He TOJbKO Ha MHTETPUPOBAHHOCTh T€éHOPOHIa, HO U Ha
3P PEKTUBHYIO YUCICHHOCTh MOMYJISAIMNA, (PaKTHUECKU 00bEANHAS OTJCNIbHbIC CYONOMYISAIMY IPU
BBICOKOM TIOTOKE T€HOB W CO3/1aBast UX clia0ble TeHeTuIeckue paznuaus (puc. 8.3.2). dakruyeckue
JTaHHbIE Ha puC. 8.3.2 715 MOPCKUX OE€CIIO3BOHOYHBIX COOTBETCTBYIOT BHICOKMM PACUETHBIM (MOJIEIHHBIM)
3HAYCHUSM MUTPAIUH WU TIOTOKA TeHOB. [TockobKy aHamuTHuecKd m (K03 duiiueHT Murpamnun) u Ne
CBsI3aHBI MPOMOPIIMOHATFHON 3aBUCUMOCTHIO (cM. ['maBa 9, Paznen 9.3, Beipaxenue 9.23), To 3TO BeIET K
BBICOKHM Ne¢ B MOMYJISIHSIX dTHX OPraHU3MOB.

o—o PaHuua ATnaHTuku U MekcuKaHcKoro 3anue

a
P

-

-
’

Puc. 8.3.2. I'paguk pacnpedenenust yCi08HbIX CPEOHUX
yacmom annenei (p;) 051 HEKOMOPHIX NONYAAYULL
VCMPUYbL U HCEMUYHCHUYBL, ULTIOCIPUPVIOUWULL DOJIb
muepayuu 8 06veOUHeHUYU NONYIAYUL U 8 YEeaUdeHUl
senuyunsl Ne.

Ilo opouname - p;, no abcyucce p;,
HOpManUu308aHubvle Ha pazmep vlbopku. Ilpepvigucmoie
JIUHUU NOKA3bIBAIOM PACUEemHble YPOSHU NOMOKA 2eHO8,
KOmMopule COOMBemcmayom onpeoeeHHbIM 3HA4eHUAM
pi (Ilo Burroker, 1984 u Durand, Blank, 1986).

Fig. 8.3.2. Graph of distribution of a conditional mean
allele frequencies (p;) within some species of oysters
and pearl clam that illustrate the role of gene flow in
creating high Ne.

On ordinate is p;, on abscissa is p; that
normalized on sample number. Broken lines show gene
flows, which correspond to certain p; (From Burroker,
1984 and Durand, Blank, 1986).
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Bnusinue ecrectBeHHOT0 0T00pa MHOrorpanHo. [IpakTudyecku Bce npoiecchl B MOMYJILUU 0TOOp
MOYKET yCUJIMBATh WJIK TOPMO3UTh. BiusiHue apeiida reHoB npu AeHCTBUM cTaOMIM3UpYIOLIero oToopa
YMEHBILIAETCS, a IPU HANIPABICHHOM 0TOOpe (PUKCALUsS YACTOTHI IPOUCXOANT C YBEIIMYEHHON CKOPOCTHIO.
MsI pa30epeM 3TH BONPOCHL, IPOMOAEIMPOBAB HA YUCIEHHBIX IPUMEpax BIMsSHUE TapaMeTpa S Ha
nuHaMUKy dactoT ayuteneit (IIpakTuueckoe 3ansTue 8). FiMeeTcss MHOKECTBO pa3pabOTaHHBIX MOZIEIEH
NIeMCTBUS TeX WM UHBIX (akTopoB oTOOpa. YacTh u3 HUX OyzaeT paccmoTpeHa B ['aBax 9 u 12, a
KEJAIOMIMM TIOIYYHTh OoJiee oAPOoOHY0 HHPOPMAIIHIO HA 3Ty TEMY MOYKHO OOpaTUTHCS K APYTUM
uctounukam (Wright, 1968; Wright, 1969; Wright, 1978; Hartl, Clark, 1989).

Mepa mexknonyasiiuoHHON AudepeHunanun

B kauecTBe Mephbl cTenenu reneTuyeckoi auddepeHunany Mexry nomyJIsuusiMu, WIK Ha000pOT
BHYTPH HUX, TIOJIE3HBIMH SBIISIOTCS cTaTHCTUKU Fst 1 Dm, mepBast — 3T0 cCTaHIapTH3UPOBaHHAS
JMCTIEpPCHs 4acTOT aJliesieil, a BTopas — MUHMMaJIbHOE reHeThdeckoe paccrosiHue. Mcnonb3oBanue Fst
(mu Gst) TIpy TOIMYJISIIIMOHHOM aHATH3E SIBIISICTCS 0oJiee MPEANOYTHTEIBLHBIM, KaK MBI YBHIUM B JISKITHH
9 BMecTe ¢ HEKOTOPBIMU JIETaJIIMU CBOMCTB cTaTUCTHUK. [IpocTeiimuii cnocod nmoHsaTs, uto Takoe Fst — 310
OTIPEICITUTE TAHHYI0 Mepy auddepeHani B TepMUHAX TETEPO3UTOTHOCTH (pa3HOOOpa3us), Kak
HOPMHPOBaHHYI0 rerepo3urotHocts: Fst = (Ht - Hs) / Ht. 3necs Hs — 310 0kumaemas rerepo3uroTHoCTh B
cyonomynsiun (WM BHYTPU BBIOOPKH), a Ht — 9TO 0kumaemMasi reTepo3UroTHOCTh BO BCEH TMOMYJISIIAN
(U B COBOKYITHOCTHU BbIOOPOK). B aTOM onpenenenun Fst = Gst (Nei, 1977b).

IIpocreiimas MoaeJ b MONMYJISIIUOHHON CTPYKTYPBI

MBI yrke UMENH JIENO0 C 3TOH MOJIENBIO. JTO — cooTHOLIEHUe Xapau-Baitnbepra: (p + q)2 = p2 +
2pq + q2. D10 paBHOBECHAS MOJIENb s GONBIION (GECKOHEYHON B TEOPUH) TIOMYJISIMH CITy9aiHO
CKPEIIMBAIOIINXCS IBYIOJIBIX 0c00ei. OHa OOBSICHIET CTAOMIIBHOCTD YaCTOT aJljIesiel U B MEHbILIEH
CTETEHHU YacTOT F€HOTHUIIOB IPU OTCYTCTBHHM JABJICHUS CUCTEMATHYECKUX (PAKTOPOB, OCHOBHBIMHU U3
KOTOPBIX, B TEKYIIEM MOKOJIEHHUH SBIISIOTCS €CTECTBEHHBINH OTOOpP M MUTpALIMsL.

KommekcHas mpupo/ia reHeTUYeCKOM TMHAMHUKH U CTAllMOHAPHOCTH.

B npupoze H1 0/1MH U3 IEPEYUCIIEHHBIX (PAaKTOPOB HE AEUCTBYET MO OTAEIBbHOCTH. OOBIYHO OHU
B3aUMO/JICHCTBYIOT B pa3IMYHbIX KOMOMHAIMSX M BAPbUPYIOT CaMH B IIPOCTPAHCTBE, B PA3IMUHBIX YaCTAX
apeaa, ¥ BO BpEMEHH, B TIOKOJIEHUSX, OT MOJIOABIX BO3PACTHBIX I'PYIII - K B3POCIBIM, HIIU B OHTOTEHE3E,
Y JJaXe B MpeJiesiax TOM )Ke caMOW BO3PacTHOM I'pyIIbl B TE€UEHUE C€30HOB roja. Kimaccuueckum
IPUMEPOM U3MEHYMBOCTH B IPUPOIHOMN MOMYJISIIUN (HUKTO €I HE TIOBTOPHII C cepeuHbl 70-X roJIoB)
ABJISIETCSA NOIMMOP(U3M JBYX AJUIO3UMHBIX JOKYCOB HEPKH, KOTOPBIN NOJBEPKEH BIMSHUIO IBYX
¢axTopos (puc. 8.3.3). ITo nokycy PGM™* xpuBas, HIOCTPOCHHAs C y4€TOM HEKOTOPOTO JAaBleHHs 0TOOpa
BMECTE C MUTpallMeil U Bapualuen
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Puc. 8.3.3. Pacnpeoenenue wacmom annenei no sokycam LDH* u PGM* ¢ nepecmosvix ckonnenusix nepru (O.
nerka) 6 ozepe Aszabauve (Kamuamxa) (Ilo Anmyxoe u op., 1975).

Tucmoepamma noxasvisaem paxmuueckoe pacnpedeienue yacmom. IlynkmupHoil aunuell noKa3amsl
yACMoOmbl, 0dHCUOAEMble CO2NACHO OCMPOsHOU MoOdeau Patima npu delicmeuu opetigha, muecpayuu u ecmecmeeHHo20
0m60pa, OI’lpeaEﬂ}leMblx mpems napamempamu — Ne, m, u s. Henpepbleﬁoﬁ JUHUEU NOKA3AHA eapuayus, 3aeucuma
moavko om Ne u m (Opetigh u muepayus).

Fig. 8.3.3. Allele frequency distribution at two loci in spawning subpopulations of sockeye (O. nerka) in Azabachee
Lake (Kamchatka) (From Altukhov et al., 1975).

Histogram represents observed frequencies. With dotted line the island model expectations are shown for
Ne, m, and s parameters in action (drift, migration and selection), with solid line - Ne and m (drift and migration).
Ne, nyuiie o0bsicHseT ¢pakTruueckue nanapie (puc. 8.3.3). [Tomumopdusm nmo LDH* siBnsieTcst CENEKTUBHO
HENTpaIbHBIM U 3aBUCUT TOJIBKO OT JIBYX IapameTpoB - Ne u m (puc. 8.3.3).

Knaccndukanusi BAppaHTOB BHYTPHMBH/I0BOM CTPYKTYPbI, HA OCHOBE HCIOJIb30BAHNS

NOMYJIAIMOHHO-TEHETHYECKUX CPEACTB

Ecnu 0CHOBBIBAaThCA HA CPEACTBAX MOIYISUOHHON T'€HETUKH, TO MOKHO ONPEEIUTh TPU
TJIABHBIX BapUaHTa MOMYJSIIUOHHON opranu3anuu: (1) maHMUKTHYeCKasl MOy JIsius, (2) moapasiecHHast
nomyJsius u (3) HenpepbIBHAS MONyJsiius. B 1aHHOM mojpasiesne Mbl pacCMOTPUM KPaTKo (a TO3Ke B
Jlexmu 9 - mogpoGHee) MEepBbIN U BTOPOI BapraHThl. TpeTuii BapuaHT HECKOJIBKO OoJiee TPYCH B
MaTE€MaTHYECKOM CMBICJIE, a TIaBHOE — JOCTATOYHO PEJOK B IPUPOJE.

(1) ITanmMuKTHUYECKAs MOMYJIALUSA. DTOT BAPUAHT NOIYJISIIMOHHON OpraHU3aluy TEOPETUYECKU
OTHMCBIBAETCS MosieNbi0 Xapau-BaitnOepra. BHyTpu Takoii momyJisiiiii He CYIIECTBYET TeHETHUECKOM
muddepenmnmarun. [Toaromy, korna Het auddHepeHIupyIomero AeUCTBUs 0TO0Pa, TO BBHITIOIHIETCS
ycnosue Fst = 0. Bua MoxxeT ObITh NpeACTaBICH Ha apeajie OJTHON WJIM HECKOJIBKUMU TTOMYJISIHSIMH,
KOTOPbI€ TOJIHOCTBIO, UJTM TTOYTH MOJHOCTBIO, M30JIMPOBAHBI OJIHA OT JIPYTOM.

(2) lMoppaznenennas nomysnus. TeopeTHUECKH ONMKcaHa Kak OCTPOBHAsI MO/e/Ib
MO JISIITHOHHOM cTPYKTYphI (Wright, 1943), wnu kak moaesib cryneHyaroii murpanun (Kimura, Ohta,
1971). Auddepennnanus B moapa3eIeHHON MO B PABHOBECHOM COCTOSIHUU, B OTCYTCTBHE
0TOOpa, 3aBUCHUT, B OCHOBHOM, OT JIBYX (PAKTOPOB — MUTpaluu 1 3((HEKTUBHON YUCIEHHOCTH (pa3mepa)
MpUOJIMIKEHHO Yepe3 cooTHomenue: Fst = 1/ [4Nm + 1].

Oco0eHHOCTH MONYJISIIMOHHON OPraHU3alUM MOPCKUX OPraHU3MOB

HMeroTcst HEKOTOpbIE 0COOEHHOCTH BHY TPUBHUIOBON CTPYKTYPHUPOBAHHOCTH B MOPCKOM cpejie.
DT0 cBsI3aHO ¢ OOBIYHO BEChMa MHOTOYMCIICHHBIMH MTOMYJISIIUSIMHI, KOTOPhIE HIMEIOT OTPOMHBII
MOTEHLMAT MUTPALIUY WIIH paccesieHus (aKTUBHOTO WIJIHM MacCUBHOT0). OHaKO BCe FTeHETUYECKUE
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IPUHIAITEI TAK)KE COXPAHSAIOT CBOIO BEPHOCTD U IS 3TUX oMy isinuii. Hanpumep, nMerorcst B cpeiHeM
OosblIMe U MaJible 3HaUeHus Fst U1 pa3HbIX BUOB, UTO CBA3aHO, INIaBHBIM 00pazoM, ¢ O0JIBLION U
HeOOoIbIION reHeTHYecKol nuddepeHranneit, 3aBUCUMOi 0T 00paTHO MPOTIOPIIMOHAIFHO CBSI3aHHBIX
npetida u murpamuu (cM. puc. 8.3,2, puc. 8.4.5). Jlapaiite paccMOTPUM HECKOJIBKO OOIIUX JTAaHHBIX O
TeHETUYECKON N3MEHYHBOCTH U MU (HEepeHIINaNny, a 3aTeM BepHEMCS K 0COOCHHOCTSIM TTOMYJISIIMOHHOMN
CTPYKTYPHUPOBAHHOCTH MOPCKHUX OPTraHU3MOB.

I'enernyeckass HU3BMEHYMBOCTH U AU depeHuaANUA

Panee (I'naBa 7, cMm. puc. 7.3.2) Mbl npuBean 00001IEHNE O TEHETUYECKOW N3MEHUNBOCTH.
Cpennsisi TeTepO3UrOTHOCTh Ha 0C00b, H MIMPOKO BapbUPYET B TAKCOHAX PACTEHUH M KHUBOTHBIX.
Cymmapnas cpennss coctasuna: H=0.076, nis mo3BoHouHbIX - H=0.054 1 a5 6€Cro3BOHOYHBIX -
H=0.100 (Nevo et al., 1984).

YacToTel KOAPPHUIUEHTOB T€HETHUECKOTO CXOACTBA M0 (PepMEHTHBIM JIOKYCaM, OLIEHEHHbIE JIs
pa3HbIX BUIOB, cienytoT U-o0pa3zHoMy pacnpeneneHuto (puc. 8.3.4); mpu HEUTPaTbHOCTH K€ 0KUIACTCS
oOpatHas cBsI3b ¢ oxuaaeMoil nuddepennmanueii (Ayala, 1975), To ectb, 611M3K0€ K HOPMATEHOMY
pacnpeeneHue.

40

30

20

10

01 03 05 07 09

Puc. 8.3.4. Ocv Y — uacmoma (%), ocb X — koagppuyuenm cxoocmea, I cpeou 6uoos epynnot Drosophila
willistoni. boavuwuncmeo 10Kyco6 obHapyscusaom aubo bau3Koe Kk eOuruye, 1ubo Hyniesoe cxo0Ccmaeo,
mo20a Kak 0CmanbHule 8apbupyiom 8 OUAndas3one om Mavlx 00 Ooabuux Kosgguyuenmos cxoocmsa. U-
0bpasHoe pacnpeodeiienue He co2nacyemcs ¢ opelighosoti ouggepernyuayueti npu HellmpaibHOCMu
benxosvix mapxepos. Pacnpedenenue 0012cHO Obimb Oauskum k Hopmanvromy (Ilo Ayala, 1975).

Fig. 8.3.4. Y-axis, Frequency (%), X-axis, Similarity index, I in Drosophila willistoni species group. Most
of loci show either fix or no similarity, while the rest exhibit from moderate to high levels of similarity.
The U-shaped distribution is not agrees with drift or neutral theory differentiation in time. Rather it
should be close to normal distribution (From Ayala, 1975).

Tem He MeHee, JUIsT HEeKOTOPBIX OEIKOBBIX JIOKYCOB MOKHO OOHApYKHUTh pactpeielicHHe
KOA(pUITUEHTOB CXOJCTBA, KOTOpOe OIU3K0 K HOpMaigbHOMY (puc. 8.3.5). Takum oOpa3om, o MeHbIIIEH
Mepe, 0 HEKOTOPBIM JIOKycaM oOHapyxuBaeMas 1uddepeHnunayst BO BpeMEHH COTIIACyeTCs C
NperOBBIM, HEHTPAIBHBIM MIPOIIECCOM.
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Puc. 8.3.5. Yacmommnoe pacnpedenenue koappuyuenma cxoocmea, paccuumanto2o no
OYNIUYUPOBAHHBIM 2eMO2TI0OUHOBBIM JIOKYcam Jlococesbix pvio (Ilo Kapmasyes, 199)5).

Fig. 8.3.5. Frequency distribution of a similarity index at duplicated hemoglobin loci in different salmon
species (From Kartavtsev, 1995).
HexoTtopsbie ncciieqoBanusi MOKa3bIBalOT, YTO O3 MPUBJICYCHUST KOHIICTIIIUN €CTECTBEHHOTO
0TOOpa BPSI JIM BO3MOYKHO OOBSICHUTH CONPSHKCHHY0 H3MECHUYMBOCTh HHIUBH Y JTbHON
reTepo3uroTHOCTH 1Mo hepmenTHBIM TeHaM (H,) u Mopdonornyeckyio n3MEeHUNBOCTE B TIOMYJISIIHOHHO-
cpenoBoM rpaguente (puc. 8.3.6).
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Puc. 8.3.6. I pagpux cpeonux, komopuwiii
uIOCmpupyem pe3yiomamsl 08yX(hakmopHo2o
oucnepcuonrozo ananusa: Ho u usmenuusocmu
MOponocuyecKux NPU3HAaKo8 y OPrOXOH02020
monntocka (Nucella heyseana) 6 3anuse Bocmox
(Vs1-Vs2) u 3anuse Haxooka (Vr3-Vrd) 6 3anuse
Ilempa Benuxozo Hnonckoeo mopaA.

Yeenuuenue pasmepa mpounwix
eemeposucom (Hp =3) 6 evibopre Vr3
3ampyOHUMenbHO 0OBACHUMb He NPUBLEKas
KOHYenyuto omoopa 6 nonwv3y cemeposucom (Ilo
Kartavtsev, Svinyna, 2003).

Fig. 8.3.6. Plot of mean values, which illustrate
the results of two-factor variance analysis: the
Ho and morphology traits variability in mollusk
(Nucella heyseana) in Vostok and Nakhodka
bays (Peter the Great Bay, Sea of Japan).
Increase of size in the group of tri-heterozygotes
(Hp=3) in two samples requires selection as an
explanation of these results (From Kartavtsev,
Svinyna, 2003).

Kak nmposeMoOHCTpHpOBaHO paHee, HCTOUYHUKH, MOIICPKUBAIOIINE TCHETUICCKY0 H3MECHUNBOCTh B
MOMYJIALMSIX, UMEIOT KOMIUIEKCHYTO Tipupofy (puc. 8.3.2, 8.3.4-8.3.6). norma coBepIiiieHHO 0YEBUTHO,
YTO HHU €CTECTBEHHBIN OTOOp, HM HEUTPAILHOCTh HE SBJISIOTCS IPHYUHON TOTO MM WHOTO THIIA
0o0HapyKEHHOW N3MEHYNBOCTH. HEoTHOPOTHOCTh caMOTo MaTepraia U COOTBETCTBYOIINX JTAHHBIX
MOTYT BECTH K KOPPEIISIHIM WM aTUITMYHBIM pacrpeaeiacHusM (puc. 8.3.7).
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Puc 8.3.7. Yacmomnoe pacnpedenerue
ko3 puyuenma cxoocmsa (1) ons
BHYMPUBUOOBO2O YPOBHSL.

Bepxnuii epagux noxazvieaem
pacnpedenernue I 015 6ceil bazvi OaHHbIX,
mo20a KAk HUMNCHUL MOAbKO OJisl penmuiuil
pooa Eumeces (Kapmasyes, ne
ONnyOIUKOBAHO).

Fig 8.3.7. Frequency distribution of a
similarity index (I) within species (Data of the
author, unpublished).

Upper figure show I distribution for the whole

— Owpazemoe database, while bottom for only one reptile

HopNaTHOS
genus Eumeces.

OdeBHIHa HEHOPMAIBHOCTH 000UX
pacnpeneneHnii. BUMOIabHOCTh HA HUKHEM
rpaduke 00ycIOBIEHAa T€TePOTeHHOCTHIO
TAHHBIX, IPEICTABICHHBIX HEOOIBITUM
YHCIIOM OY€Hb HECXOIHBIX OCTPOBHBIX
nonyJysuui 3tux smepun (I =0.6-0.7 u
MeHnee; Kato et al., 1994) (puc. 8.3.7). Ot
JaHHBIE TPEIONIATraloT, YTO UMEETCS
reTepOreHHOCTh CPeIn MOMYIISILIMOHHBIX
TPy 1O CTETICHHU CXOJICTBA H OHU
nudepeHIanIbHO TPEICTABICHBI B
MaTepuane mo BHyTPUBUIOBON

— Oxmazemos U3MCHYHNBOCTH.

HOpManoHOe

Ecnu cpaBHMBaTh 60s1ee OJHOPOAHBIE IPYIIIBI, TO HOPMAJIBHOCTh MOXKHO OOHApYX HTh (puc.8.3.8).

nonyndaumMM CENbLAM (16 x 16 cparHeHuwid, 10 Flokycos)
Lilliefors p < 0.10
Shapiro-Wilk W=0.9795, p < 0.0642

50

HMupekc cxoncTtea, R

Puc. 8.3.8. Hacmommoe pacnpedenenue

K03 puyuenma cxoocmsa (R¢) sHympu suoa
muxookeanckas ceavow, Clupea pallasi
(Ilepepacuem no dannvim Kapmasyes,
Puvionuxosa, 1999).

Fig. 8.3.8. Frequency distribution of a similarity
index (R¢) within the species of Pacific herring,
Clupea pallasi (Calculated and plotted from
data in Kartavtsev, Rybnikova, 1999).

0.90 0.92 0.94 0.96 0.98 — Owuwsgamoa

HOpMANEHOS

JlaHHBIC 0 BHYTPUBHUI0BOU A depeHnnamm moka3spBaoT, 4TO €AMHO00pa3us TOMYJISIIHOHHON
muddepeHnmanun He HaOM0KaeTcst HU Yy dopeneit pona Salmo, HU y THXOOKEAHCKHX JIOCOCEH poaa
Oncorhynchus. X0Ts MOXHO clIeJIaTh BBIBOJ, YTO B 00EUX rpymnmnax npeodiagacT BHYTPUBHIOBON

KOMITOHEHT (puc. 8.3.9).
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Puc. 8.3.9. Benuuuna Gst (Nei, 1973,
1977b) kax mepa 6Hympusuoosoi
oughghepenyuayuu 1ococesvix pvlo
(/lannvie asmopa, e onyoaUKOBAHDL).
Fig. 8.3.9. Values of Gst (Nei, 1973,
1977) as measurements of intraspecies
differentiation in salmon (Data of author,
unpublished).

[ - Inter-, 2 — Intra-population
components.

JlanHble Ha puc. 8.3.9 WITIOCTPUPYIOT:
(1) oTHOCHTETHHO HEOOIBIIIYIO
MEXIOMYJIALUOHHYIO T€eHETHYECKY IO
mudepennmanuto (Gst = 7%, BepxHUi
PHUCYHOK)) IO CPaBHEHUIO C
BHYTPHUIIONYJISILIMOHHBIM pa3HooOpa3ueM
(Gst =93%) (BepxHHI1 pUCYHOK) U (2)
paznuuue BeuuuH Gst MeXIy poaaMu
Salmo u Oncorchynchus, ¢ onHOU
CTOPOHBI, U MEXY BUAAMH B KOXKJOM
TaKCOHE (CpEeHUN U HIKHUN PUCYHKH).
Bunet u nonymsiiun y doperneit 6onee
i depeHIrpOBaHbBl TCHETHUECKH, YEM Y
TUXOOKEAHCKHUX JIOCOCEH, O 4YeM
CBHUJICTEIILCTBYIOT CTATUCTHYECKU
3HauuMble pasnuuus Gst (em. puc. 7.3.3,
I'maBa 7).

[TpuunHbl, 00YCIOBINBAIOIIHE
pa3IMYHbIE YPOBHU I€HETUYECKOM
nuddepeHnuanum, MoryT ObITh
pazmuuabME. Kak oTMedanock, oHOM 13
CaMbIX Ba)XKHBIX IPUYUH MOKET OBITh
paznuane 3¢(HEeKTUBHON YHCICHHOCTH
MOMYJISIIMM 3TUX ABYX rpynmn (cM. ['naBa
7).

Uem Oosbliie nomysIiMOHHBIA Ne, TeM MEHbIIIe TeHeTHUeCKui perd 1, COOTBETCTBEHHO, MEHBIIIE
reHetTudeckas nudQepeHnuanys nomyasauui 1 Buaa B 1iejaom (cM. aetanu B Jlekmuu 9). [1o meHbIei

Mepe, JUIsl TO3BOHOYHBIX U MOPCKUX OECITO3BOHOYHBIX, 3HAYMMBbIE pa3innyus Ne HeCOMHEHHBI (puc. 7.3.4,

['maBa 7).
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8.4. MIPUMEP
nonynaumnoOHHO-
FrEHETUYECKOIO
UCCIIEOOBAHUA

HccnenoBanue BHYTPUBHI0BOI
NOMYJISAIHOHHOM CTPYKTYPHI Y
ceBepHOil kKpeBeTkH Pandalus

borealis (Kartavtsev et al., 1991;

1993; Kartavtsev, 1994).
Uccnenosanye 0CHOBLIBAIOCH
Ha COBOKYITHOCTH BBIOOPOK,
OXBAaTHIBAIOIINX MPAKTUUECKH BECh
apean Buaa (puc. 8.4.1).

GEPHHI080
MOPE

Puc. 8.4.1. Kapma uccrnedosannozco
apeana.

Touku — mecma 63amusi
8b100POK.
Fig. 8.4.1. Map of the area studied
(From Kartavtsev, 1994).

[1epBr1it HauboIee BaKHBINA PE3yJIbTAT MPOBEJCHHOTO UCCIIEIOBAHUS COCTOUT B TOM, UTO B
npesenax MOPCKHX 0acceifHOB (M OOJNBIIMX 3aJMBOB) CYLIECTBYET ICHETHYECKAsk OJJHOPOTHOCTD, TOTAA
KaK MEXIy MOPSMU U CYMMApHO UMEETCSI OTUETIIMBAask HEOTHOPOAHOCTH (puc. 8.4.2).

sMolk (n=1976) Fdhg (rn=1976) Pep-LT-5(rn=534)
IS 85 AK sk St JS  BS AK  BR SL AK BR SL
1,0 ——— . 1,0 Hfh w Hf\‘f l. 48 H
a8 f ‘ a9 a5

l
g6 { 48 o 03
H’H_} X=224.09* (o f.=21)

2 * E
Pgrre (= 1976) s

2. Axg
X%:913.26 "% (df - 2) 7 AK  BR SL

5 BS
Gpi(n=1976) RS

75 B5 AR BRSL N iyt

A -—0-.—.—;* W e o U ;

e o

X%= 174,56 * (d /. =27) X%=499. 17" (d f. = 21)

Puc. 8.4.2. HUzmenuusocmo wacmom anneneu no 6 aii03uUMHbIM JIOKYCAM 8 8blOOPKAX CEBEPHOU KDEBEMKU,
Pandalus borealis. bacceiinvl: JS — HAnonckoe mope, BS — bepunzoeo mope, BR — Bapenyeso mope, AK —
3anue Anacka, S| — zanue Cs. Jloypenca. Hao nomanvimu auHusAMU NOKA3AHBI UCCIE008AHHbBIE IOKYCbL U
pasmep evloopxu (n). Heoonopoonocms wacmom npeobdradarouux anienei: *** p < 0.001.

Fig. 8.4.2. Allele frequency variation at 6 allozyme loci in cohorts of pink shrimp, Pandalus borealis.
Asterisks show statistically significant heterogeneity: *** p < 0.001.
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B cooTBeTcTBHY C XapaKTEpOM T'eTePOreHHOCTH UMEETCS MaJICHbKasl, I OTCYTCTBYIOIIAsI BOBCE,
reHerudeckas auddepeHnunanys B mkane F’st B mpeaenax MOPCKOro 6acceifHa 1 MHOTO OOJIbInast
muddepeHIranus Mexay 0acceiiHaMu U cyMMapHo (puc. 8.4.3).

Puc. 8.4.3. I pagpux pacnpedenenus F’st (Nei, 1987) ona
PA3UUHBIX YPOBHEU HYMPUBUO0B0U Ouhhepernyuayuu ceseprol

Fst
10

08 ]

.06,

02 ]

JS
BS
BR

K3

a=33 6=20 r=990

AK

WSB
BSB
TTL

r kpeeemxku, P. borealis.

JS — Anonckoe mope, BS — bepunzoso mope, BR —
bapenyeso mope, AK — 3anue Ansicka. WSB — cpeonue enympu
baccetina, BSB — cpeonue meancoy baccetinamu, TTL — cymmaproe
3HayeHue 0JiA 6ce2o apead.

Fig. 8.4.3. Plot of F’st distribution within and among basins
investigated in pink shrimp.

JS, Sea of Japan, BS, Bering Sea, BR, Barents Sea, AK,
Gulf of Alaska. WSB, mean within sea basin comparisons, BSB —
mean for between sea basins comparisons, TTL, total value for
the whole area.
Krnacrepusanust BEIOOPOK, OCHOBaHHASI HA CXOJICTBE YacTOT

aJutesiell YeThIpeX CONOCTABICHHBIX JOKYCOB, TOKa3bIBAET, YTO
BBIOOPKU OJTHOTO U TOTO e OacceifHa COCTaBISIOT MHOTO OoJiee
OJM3KHE TPYIIIBI, YeM BBIOOPKH, IPHHAJICKAIIE K PA3THYHBIM
MopsiM (puc. 8.4.4).

a BS

Puc. 8.4.4. Tpexmepnoe pacnpeoenenue snauenutl
Koopounam 2nasnvix komnonenm (I'K), nonyuennvix no
yacmomam annenell arN03UMHbIX I0KYCO8 Ce8epHOl
KpesemKu.

JS — Anonckoe mope, BS — bepunzoso mope, BR —
bapenyeso mope, AK — 3anus Ansacka. Buusy oamset yenvi
spaujenus epaguxa.

Fig. 8.4.4. Three-dimension distribution of principal
components (PC) scores, took from allele frequencies at
allozyme loci.

JS, Sea of Japan, BS, Bering Sea, BR, Barents
Sea, AK, Gulf of Alaska.

Bce nonynsinuuy pasHbeiX MOpen
TUCKPUMHUHHPYIOTCS abcomoTHo ToyHO (100%), Ha
OCHOBE 4acTOT ajulefiel MpOoaHaTu3UPOBAHHBIX JOKYCOB,
YTO MPOMJUTIOCTPUPOBAHO JIsi HAUMEHEe
pasnuyaronxcs ceBepHbIx Oacceitno (Tabm. 8.4.1).

Tabnuua 8.4.1. MaTtpuua knaccudumkaumm Bolbopok ceBepHom KpeBeTkn Pandalus borealis pns
Tpex ceBepHbIX MOPCKNX BaccenHoB, NoNyyYeHHas no pesynbTaTaM AUCKPMMUHAHTHOIO aHanumsa
4acTOT anyienen YeTblpex NPoaHanM3nPOBaHHbLIX ani03MMHbIX JTOKYCOB

Npynna MpoueHT Yuncno knaccmmumnmpoBaHHbIX BbIGOPOK
TOYHbIX bepunroso BbapenneBo mope | 3amuB Auscka
Knaccuukaumm Mope
bepuHroso Mope 100 6 0 0
BapenrieBo Mmope 100 0 5 0
3amB AJsicka 100 0 0 6
CymmapHo 100 6 5 6
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B niennom renernueckas auddepeHnuanyis y ceBepHON KPEeBETKH XOPOIIO COTIACYETCs C TAHHBIMH
JUIsL APYTUX MOPCKUX PaKOOOPA3HBIX U SBISETCS MAJIEHBKOM B CPABHEHUH € MOIYJIALUSAMU
IPECHOBOIHBIX BUJOB, UMEIOIUX OIPAaHUYECHHBIN MEKIOMYISIMOHHBIN TOTOK reHoB (puc. 8.4.5).

Fist Puc. 8.4.5. I'pagpux pacnpedenenus F st Ons
022 1 o’ BbICULUX PAKOOOPAZHBIX, NPEOCMABILEHHBIX MPeMsl
) i epynnamu: mopckumu (M), anaopomuvivu (A), u
018 L ¢ npecrhosoonvimu (F).
Kpyorcok u 6ykevt P.b. ommeuarom nawiu
0.14 L . OaHmble 07151 cegepHoll kpesemxu. Touku ¢
o BEPMUKATILHBIMU TUHUAMU 0003HAUAOM CPEeOHUe
0.10 L o Pb. | sHauenus F'st ¢ 0osepumenbHbiMu uHmMep8alamu
. (95%) ons mpex epynn M, A u F. Jlumepamypnsie
006 L Oannvle g3smol uz Yoy u @yooucuo (Chow, Fujio,
L . 0 - 1987), no nepecuumanvl agmopom 8 geauuunsi F'st.
0.02 ., Fig. 8.4.5. Plot of F st distribution among the higher
o * e . crustaceans for three groups: marine (M),
123 4 567 897101 121314151617 18192021 22 anadromous (A), andfreshwater (F)
i e sk I i The circle and the letters P.b. show the point

for the pink shrimp. Dots with vertical lines show
mean F'st values with confidence intervals (95%)
for the three groups M, A, F. Literature data from
Chow and Fujio (1987) were recalculated in the
scale F'st by the author (From Kartavtsev, 1994).
MopdomeTpudeckoe ucciIe0BaHne, MPOBEACHHOE Ha ceBepHO kpeBeTke (Kartavtsev et al.,
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1993), B 00mux yeprax coriacyercs ¢ reHeTHYSCKUMHU JTaHHBIMU, TIPE/ICTaBIICHHBIMU BhITIIE (pHUC. 8.4.6).
Puc. 8.4.6. Pacnpeodenenue 3nauenuti koopounam 08yx kanonuueckux nepemenusix (CV), nonyuennoe
Ha OCHOBE AHAIU3A KOMNIEKCA MOPPON0SULECKUX NPUSHAKOB U UHOEKCO8 ) cesepHoll kpegemku P.
borealis.

bykevi nokazviearom pacnpeodenenue 3nauenuti 0 omoenvHuix ocobei. Cpeonue 3naueHus o
8b100pOK NOKa3zamvl Kpysckamu. Boibopru: BS —bepuneoso mope, JS — Anoncroe mope, OS —
Oxomckoe mope, ES — socmounviii Caxanun, WK — 3anaonas Kavuamxa (Ilo Kartavtsev et al., 1993).
Fig. 8.4.6. Female pink shrimp Pandalus borealis distribution on two canonical variables (CV) as
exemplified by the for-sample, for-individual discriminative procedure based on the combine

morphological traits and indices complex. The signs and abbreviations are the same as before (From
Kartavtsev et al., 1992).
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8.5. MIPAKTUYECKOE 3AHATUE 8

1. OneHnTe craHAapTHOE U MUHUMAaIIbHOE reHeTndeckne paccrosaus Hes (Nei, 1972) mo ganHbIM st
tuxookeanckon muauu (SPECSTAT, File Edspec.dtl), a Taxoke paccuntaere Fst u F’st, ucnonbs3ys maker
nporpamMM SPECSTAT. Paccuuraiite Bennuunsl Fst Ha ocHoBe nakera nporpamm BIOSYS u GENEPOP.
CpaBaurte Bce 3TH 3HadeHusA. O yem roBopsat 3HaueHus Fst (F’st)?

2. Iloctpoiite nennporpammy metogom HIII™ ¢ ncnons3oBannem nakera nporpamm BIOSYS no
oOpasnoBoMy (haiiiry U3 makera Ha ocHOBe ABYX paccTossHuii Hest (Dn, Dm). Ectb mu Mexay HuMu
paznuuue?

3. IIpoBeauTte uncieHHoe MoenupoBanre Ha ocHoBe nporpamm POPULUS s wiimocTpauuy BAUSTHUS
M3MEHYMBOCTHU IO TPEM MOMYIALMOHHO-TEHETUYECKUM TapaMeTpam - Ne, S, U p.
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rJ1ABA 9. AHAJIN3 BHYTPUBU4OBOWN FrEHETUYECKOMU
ANOPEPEHLINALNN: TEOPUSA N NTPAKTUKA

NMABHbIE BOINMPOCbDI:

9.1. OCHOBHble reHeTM4Yeck1e napameTpbl NONYyNALNOHHON U3MEHUYNBOCTM.
9.2. Konn4yectBeHHble Mepbl anddepeHumaymn.

9.3. Mogenu nonynsuMoHHON CTPYKTYpbI.

9.4. dMnmpun4yeckmne oLeHKM NapameTpoB.

9.5. MPAKTUYECKOE 3AHATUE 9.

PE3IOME

1. HanGomnee BaXHBIMH SBIISIOTCS YETHIPE MOMYJISAIUOHHO-TeHETHUECKUX NapameTpa: (1) p — 4acTora
ajiens, (2) Ne — reneTu4ecku 3(ppeKTHBHASL YMCICHHOCTDH NONMYJISIUH, (3) m — KO3IQPUIeHT
Murpaumu, (4) s — k03gpGuureHT ecTeCTBEHHOr0 0T0O0pA.

2. Ne, reHeTnuYecKd 3P peKTUBHAS YUCIEHHOCTH MOMYJISIIUU — 3TO YUCJIO 0CO0CH B H1eaTbHOM

HOIY IS Pa3MHOXKAIOIUXCsE 0c00el, KOTOpast UMEET TaKue K€ CBOMCTBA B CMBICIIE Apeiida reHoB, Kak
U peajibHasi MonyJsiius opranu3mMoB. OObIYHO BbINONHSAETCS cooTHOIIeHHE Ne < Np <N, tie Npu N —
YHCIICHHOCTH TIPOU3BOIUTEIICH B HEPECTOBOM MOITYJISINU B 00IIast YMCICHHOCTh BCEX 0co0el B
HOILYJISILIUH.

3. B noapa3nesieHHON NONMYJISIAHU, €CIIU OTOOP OTCYTCTBYET, KIIOUEBBIM TapaMeTpoM siBJsieTcst Nm,
npousBeaeHue Ne u ko3¢ uienTa MUrpaluu, m.

4. IlonynsMOHHO-T€HETHYECKAasi TEOPUS JOCTaTOUYHO XOpOIOo pa3BuTa. OAHAKO IMIIUPHYECKHE OLeHKH
Jla)kKe OCHOBHBIX MAPaMeTPOB UMEIOTCSA B OUEHb OTPAaHMYEHHOM YHCIIE.

Chapter 9. ANALYSIS OF GENETIC DIVERSITY WITHIN A SPECIES:
THEORY AND EXPERIENCE

SUMMARY

1. There are four the most important population genetic parameters: (1) p, allele frequency, (2) Ne,
effective size of population, (3) m, coefficient of migration, and (4) s, coefficient of natural selection.
2. Ne, effective size of population is a number of individuals in an ideal reproducing population that has
the same quality in the gene drift sense as a real bisexual population of organisms. In general Ne < Np <
N is hold, where Np and N are the numbers of spanners and the total population number.

3. In a subdivided population if no selection occurred the key parameter is Nm.

4. A population genetic theory is well developed. However, there are few empirical estimates of
population genetic parameters.

9.1. OCHOBHbIE FrEHETUYECKUE NMAPAMETPbI NOMNYNALUMOHHON
M3MEHYNBOCTHU

B npeapinymiein nekiuuy Mbl OTMETHIIA HAIMYKE YETBIPEX OCHOBHBIX MIapaMETPOB, ONIPEAEIAIOIINX
TeHETUYECKY0 MU (HEepEeHITHAINIO TOMYJIAINH B KOHKPETHOM MTOKOJICHUH, TO €CTh, B TEKYIINH MOMEHT
BpeMeHU. B 11e5omM, B COBOKYITHOCTH MOKOJIEHUH, B XOJ€E BOJOLMOHHOW UCTOPUM NOMYJISLUU UM BUJA,
0O0JIBIIYIO POJIb MOTYT UTPaTh TaKKe MyTaluu. VX 3HaU€HUE U SBONIIOIIMOHHAS POJIb ObUIH PACCMOTPEHBI
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B Jlekiuu 6. HamoMHuM etie pas, 0 Kakux 4eThIpex napameTpax TeKylLle TuHaMuKu uaet peus: (1) p —
yacToTa anjens, (2) Ne — renetudecku 3 PekTUBHAS YUCICHHOCTh MOMYIALNH, (3) m — koddduireHt
MUTpALUH, OIPEIEIISIIOIINNA TOTOK FeHOB U (4) s — K03 (PULUEHT ecTeCTBEHHOro oTOopa. [laBaiite
paccMoTpuM OoJiee TOAPOOHO, UTO OHU COOOI MPEACTABISAIOT U KAKOBA MX TEOPETHUYECKasi OCHOBA.

Yacrora ajuiens, p

DOMIUPUYECKH MPU KOJOMUHUPOBAHUH WM HETIOJTHOM JOMUHUPOBAHUHU BEIHUUHY ) MOYKHO
OLICHUTH IPSIMBIM IIOJICYETOM T'€HOTHUIIOB, KaKk MbI yke oocyxaanu (I'naBa 4):

Pu=02DAJA] +HAJA2)/2n=(D AJA] + H/2 A]A2) / n. 9.1)

I'ne p,; — 310 "yacTtoTa ainenst A, D — uncieHHOCTh B BeIOOpKe reHotuna A7A ], H — 4icIeHHOCTb B
BbIOOpKE reHoTumna A J42 u n — obuiee yucio ocobeil B BbIOOpke. YacTOThI BCEX APYTHX ajieneil MOTyT
OBITH HAMIEHBI TOYHO TAKUM K€ CIIOCOOOM. HacTOTy MOCIeIHET0, k-0T0 alljIelis, TaK K€ KaK B
JUAIIJIEIBHOM ClTydae 4YacTOTYy BTOPOTO ajljielisl, MOKHO HE PAaCCUUTHIBATh, TOCKOJIBKY OHA OINpeaemseTcs,
KaK pa3sHHLa MEKIY €AUHULIEH U CyMMOMN 4acTOT BCEX OCTAJIbHBIX ajuleNnei: ¢, = I - 3kp 1 I JTIOKy ca
HE CILIETJIEHHOTO € MI0JIOM, YacTOThI ajieei u raMer paBHbl. [loaToMy B 001b11101 MOMYJISALUN ABYIOJIBIX
OpPTaHU3MOB MEXKIY YacTOTaMH raMeT M YaCTOTaMU T€HOTHIIOB CYIIECTBYeT OMHOMHUAIbHAS MPOTOPIIHS,
M3BECTHAs KaK COOTHOIIEHHE WK 3aKoH Xapau-BaiinOepra:

(p +q)2 =p2 + 2pq + q2. nu B 0611EM BUJIE ISl MHOYKECTBEHHBIX aJlIeNIel COOTHOIEHHE MOXKET OBITh
3aMMCaHo Kak:

(ZpkAij)? = Zp2kAiAi + 2 2pk(1-pk) AiAj, 9.2)

rae, k = 1,2,3..] — 3To mopsaKoBbIe HOMEpa aeneil. Pagnosecnoe coomuouienue mexicoy 4acmomamu
2amem u 4acmomamu 2eHOMUN08 00H020 J0KyCca 6 HONbULOI RAHMUKMUYECKOU NONYIAYUU
YCMAaHaeIUuBACMCA Yice 8 NEPEOM NOKONEHUU CKPEeUSUGAHUTL U COXPAHACHICA HEOZPAHUYEHHO 00120,
00 mex nop, noKa e npoasumca delicmeue Gaxmopa(os), HAPYWAIOWUX YCI08UA PAGHOBECUS, MAKUX
KaK ecmecmeeHHblil 0moop, Muzpayus, cOKpaueHue Yuci1eHHOCmU U accopmamugHoe cKpeujuganue.
Jlist citydast Tpex ajuleliell COOTHOILIEHHE MOKHO 3amucath B Bue: (p + q +1)2 = p2+q2+124+2pq+2pr+2qr
U TaK Jaiee.

B rpaduueckom Bue COOTHOIIEHNE MEXTY aJUIETbHBIMU (TAMETUYECKUMU) U TeHOTUITUYECKIUMHU
YaCTOTaMH MOKET OBITH MPEJCTaBICHO KaK rapadoiia BHyTpH TpeyroiabHuka (puc. 9.1.1).

Puc. 9.1.1. Jluacpamma /le-Dunemmu, nokazuleaowds 4acmomsl
mpex 2eHOMUN08 No PACHONONCEHUIO 8 MPEY2ONbHOU CUCmeme
KOOpOUHam.

Jnunvl ompeskoe X, y U z noKa3uleaom 4acmomol
eenomunos AA, Aa u aa, coomeemcmeenno. Yenvt 6Hu3y
ommeuaarom Quxcayuro ariens a (ciesa) u annens A (cnpasa).
Bepuwiuna mpeyzonvnuka npeocmagnsem nonyasiyuro, COCmMoauyo
y MOJILKO U3 2emepo3u2om u He umerowyro comozueom. Ilapabona,
KOmMopas npoxooum 6 mpey2oibHuKe, ommedaem Habop moyex,
npeocmasiaouux Yacmomsl 2eHOMUNO8 Npu pagnosecuu Xapou-
il P . B Bauinbepea (Ilo Hartl, Clark, 1989).

Fig. 9.1.1. De Finetti diagram showing the frequencies of the three
genotypes by location in a triangular coordinate system.

The lengths of the line segments x, y, and z indicate the
frequencies of genotypes AA, Aa, and aa, respectively. The vertices
at the base represent fixation of the a allele (left) and the A allele
(right). The top vertex represents a population with only
heterozygotes and no homozygotes. The parabola that runs through

the triangle is the set of points representing genotype frequencies
in Hardy-Weinberg equilibrium (After Hartl, Clark, 1989).

Aa
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YacToTsl aienieil B MPUHIIAIIE MOKHO PaCCMaTPHUBATh, KaK BEPOSITHOCTH TOSBIICHHUS TOTO WIIN
uHOro ajuiens. JlaBaiiTe paccMOTpUM, KaK OIIEHUTh TaKyIO YaCTOTY WJIM BEPOSITHOCTh TEOPETUUECKHU.
[lycts p, yacToTa amiens A, a g=I-p 4acToTa Jyis BTOPOTO aJIJIeIsl @ U3 TaPHl, SBISIOTCS CITydailHBIMU
MEPEMEHHBIMHU, CIEAYIONMMH OMHOMHATILHOMY PACIpeIeTICHHIO.

[p(A4) + q(a)] 2N. 9:3)
3neck N — 3T0 uncio ocodeil. B peansHocTu NV, 371€ch U Janee, MpeacTaBiIseT TOIbKO pa3MHOKAIOIINXCS
ocobeit u 0HO paBHO Ne — 3(h(PEeKTUBHON YMCIEHHOCTH MOMYJISINH, KaK Mbl YBUIUM IO3XKeE.

O6o3nauum p4' = pj -p (T71€ pj — 9acToTa AJJIeNs B i-TOW BBIOOPKE) KaK CIydaifHOE OTKIOHCHHE
YaCTOTHI aJlIessl OT TEOPETHUUECKU OKUAeMOT0 3HaUeHUS (B T€HEPaIbHOW COBOKYITHOCTH),
OTIIMYAFOIIETOCS OT OTKJIOHEHUH, 00YCIOBICHHBIX JICHCTBUEM CUCTEMATHICCKUX (PakTopoB (0TOOD,
MUTpaIuy, MyTaun). Takum o0pa3om, B OOJIBIION MOMYIAINN CIyYaiiHO CKPEIUBAIOIIUXCsS 0co0ei (B
MAaHMHUKTAYECKOH TTOMYJISIIMN) TUCTIEPCHSI YAaCTOTHI 32 OHO ITOKOJICHHE COCTaBUT:

0'2(51; *=[p (I-p)] / 2N. 94
[TockonbKy BBIOOpOYHAs OLIEHKA AUCIIEPCUH paBHA
o2pAi = [pi (I-pd] / 2n, 9.3

TO PaBCHCTBO o2 opA’ = O'ZpAi MOYKET OBITh HYJIb-TUIIOTE30H, YTO TECTUPYEeMasi Oy IS
COOTBETCTBYET OOJIbIION MAaHMUKTHYECKON MOMYJISIIMY ¢ paBHOBecHeM X-B. B kauecTBe kpurepus 3T1oro
PaBEHCTBA IUCMIEPCHI B CITyYa€ MHOTHX BHIOOPOK MOKHO MCIIOJIb30BaTh XU-KBaapar Tect (X2)
HeoHOpOoAHOCTH YacToT autenedt (Workman, Niswander, 1970) uiu apyrue ero BapuanThl. B ciydae
NPUPOAHBIX TOMYJISAIHH, OONBITMHCTBO U3 KOTOPBIX ABIISIOTCS MMOAPa3AeICHHBIMU MO JISIUSIMH, KaK MBI
corylacuiiuch B Jlekuu 8, olleHKka HEOJHOPOAHOCTHU J0JIKHA OBITH 00JIee CII0XKHOM, TOCKOJIBbKY Oojee
CJI0KHA B 3TOM citydae aucnepcus (JIu, 1978).
025 =p (1-p) Fst® +[(p (1-p))/2N] (1 - F’sp). 9.6
B 9.6 Fst(t) u F’’s¢ npencTaBiasior co60i MeKCyOMOMyISIHOHHYI0 i MEKTPYIIIOBYO
CTaHJapTU3UPOBAHHBIC TUCTIEPCUU. MBI ellle BepHEMCS K 3TOMY BeIpakeHue B Pazaene 9.3, koraa Oyaem
paccMaTpuBaTh MOJIEb MOAPA3IEICHHON NOMYJISLNH.

I'eneruyecku 3ppeKTUBHAA YUCIACHHOCTH NONMYasIL{UH, Ne

Ne —3mo uucno pasmHodcaruuxcs 0codeil 6 HeKOmMopoii UOeabHOl NONYAAYUU, KOMOPAs
umMeem makue jce C60lCmea 6 cmuicie opeligha 2eno6, Kak peanvHan nonyaayusa euoa. llpencrasienne
0 Ne, Kak penpoyKTUBHOHN 4acTH MOIYJISAILUH, BOIUIO B MOMYJISIIMOHHYIO T€HETUKY ¢ paboThl PaiiTa
(Wright, 1931). B HacTosi11ee BpeMst UMEIOTCS, IO MEHBIIEH Mepe, IECTh Pa3InYHbIX ONpeaeneHuil Ne
(Kimura, Ohta, 1971; Nei, 1987; Antyxos, 1989).

Korna noxoseHust AMCKpeTHBI (HE MEPEKPBIBAOTCS ), a MOMYJIALNS ABISETCS TAaHMUKTUYECKOH, TO
oTpeAieIuTh BennuuHy Ne He TPYyAHO, eclu ecTh nHpopMalus o yucie camios (m) u camok (f) (Wright,
1931). luckpeTHble MOKOJIEHMSI HE TaK YK 4acTO BCTPEUAIOTCS B )KMBOTHOM MUpe. TeM He MeHee,
IIPEIIIOJIOKEHNE O JUCKPETHOCTH SIBJISIETCSA MOJIE3HBIM M IPUEMIIEMBIM, KaK JJIs IPEIBAPUTEIbHON
onieHKH Ne, Tak U JUIsl IOSICHEHUS CyTH caMoro noHAtus Ne. B nanHoM Kypcee nekuuii Ne 1uist
NIEPEKPBIBAIOLINXCS TOKOJIEHUH He paccMaTrpuBaeTcs. COOTBETCTBYIOIAS JIUTEpATypa U COAEPKATEIBHOE
00BsICHEHNE MOXKHO HalTH B 0030pe JIaune, bappoykiad (1989). Pazdepem HekoTopsie onpeneiieHus Ne.

1. Ne npu eapovupyrouwiem coomuouienuu noioe. B untupoBaHHoM Bhllle cTaThe Paiita Ne
OTIpeesAeTCs KakK:

Ne = (ANmNf) / (Nm + Np), 9.7

[Ipn HensmeHHOM ynCIeHHOCTH poauTenei N, Ne Oyner MakcuManbHbiM, Koraa Nm = Nf. Ecin
COOTHOIIEHHE T0JIOB OTKJIOHSETCS CYLIECTBEHHO OT COOTHOLIEHUS 1:1, To Ve 3aBUCHUT I1aBHBIM 00pa3oM
OT MaJIOYUCIIEHHOTO MO0Ja.

2. Ne npu sapvupyiowiem uucie nomomkos. I1ycts k — 3T0 41cI0 IOTOMKOB 0COOH 32 BCIO €€
*u3Hb. Torna Ne MOKeT 3aBUCETH OT BKJIaJa CaMLIOB M CAMOK B CJIEIyIOLIEE ITOKOJIEHUE, OIIPEIEIsIEMOe
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MX TUIOZIOBUTOCTBIO. 3alUIIEM, COOTBETCTBEHHO, Nm, IVf, KaK CpEJHHUE YMCIEHHOCTH /ISl IOTOMCTB
oco0el KakJI0To ToJia, ¢ ANCTepcuei, pasHou Vi, nis kaxnoro us k moromkos (Jlanae, bappoyxnad,
1989): B 3

Nem =(Nm km-1)/[ km~+ Vikm/ km)-1],

Nef=(Nf kf-1)/[ kf+(Vif/ kp - 1].

Jlist crabunbHoOM nonynsiiuu (k = 2)
Ne=(4N-2)/(Vk +2). 9.8)
Korna uncno motomkoB cneayet 3akony [lyaccona (k = Vi = 2), Ne npubIu3uTenbHO PaBHIETCS
pernpoayKTuBHOM yactu nonyJisiiuu (INp). OObIYHO B MpUPOIHBIX nonysiiusax Vi > k. CooTBeTCTBEHHO,
B HUX Ne < Np ¥ B 11eJIOM MOXKHO 3anucaTh HepaBeHCTBO /Ne < Np < N, rae N — 3To 00111ast YuCICHHOCTh

HOITYJISALUH, BKIIF0Yasl HEIIOJIOBO3PEIIBIX OCOOEH.
3. Ne npu ¢paykmyupyrowieii uucnennocmu nonynayuu. Korja pazmep nomyJisnuu

dykryupyer, To 3hPeKTHBHAS YUCICHHOCTD B PA3JIMYHBIX MMOKONeHusx, Ne (1), Ne (2),. . ., Ne (t), MOXeT
OBITH MOJTyueHa KaK rapMOHUYECKAsi CPETHSS ISl JAHHOTO BPEMEHHOTO psijia o opmyJie
Ne=t/%[1/Ne (i)]. 9.9)

Takast oLleHKa yepe3 rapMOHUYECKUE CPETHHUE, OAHAKO, SIBISETCS COCTOATENbHOM TOJIBKO JJIs1 KOPOTKHUX
PSIOB, B TEYEHUE KOTOPBIX BapHAIMS CPEIHUX JUIsl YACTOT ajliesiell ocTaercss HesHauuTenpHou (Wright,
1968: p. 214; Crow, Kimura, 1970: p. 360). ITosToMy npeacraBieHHas olieHKa /Ve yepe3 BbIpakeHUe
(9.9) He MOXeT UCTIONB30BATHCS B TOITOBPEMEHHBIX MTPOrpaMMax peryimpoBaHus () (HeKTHBHON
YUCJIIEHHOCTH.

4. /lucnepcuonnasn Ne. O1o onpenencaue Ne Beeneno Kpoy (Crow, 1954, Kimura, Crow, 1963).
B uneanbHOM momyisun, KOTOpast COCTOUT U3 /Np CKPEIIMBAIOIIUXCS 0COOEH, JUCTIEPCHS YaCTOTHI
atens Vp, o6ycioBieHHas Cry4aiiHOCTBIO BBIOOPKH FaMET OT OJJHOTO MOKOJIEHHS K IPYyTOMY, 3a1a€Tcs
BbIpaxkeHHeM 9.4. [loaToMy ecTeCTBEHHO ONpeaeauTh Ne Kak
Ne=p (1-p)/2V gp. (9.10)

Nmeetcs Taxoke onpezeneHne Ne B TepMUHAX HHOPUAMHTA. MBI €T0 OITyCTUM 10 TOW IPUYHHE,
YTO HE BBOJMJIM 3/I€Ch 3TO NMOHATHE. HEeKoTOphle MpakTUYeCKHe CIECTBUS U3 OLIEHOK Oy IyT
paccmoTtpensl B Paznene 9.4. Ceitvac, 3aBepinasi 3HaKOMCTBO ¢ 3()(PEKTUBHON YUCICHHOCTHIO, TIOJIE3HO
MPEJICTaBUTh B HATJISIIHOM BHJIe cOOTHOIIeHUE Mexay Ne, Np u N (puc. 9.1.2).

Puc. 9.1.2. Pasnuuus 6 NOHUMAHUU YUCIEHHOCMU UL Pa3Mepa
noOnYIAYUU.
, N \

N — obwas yucieHHoCms NONYAAYUU: NOOBO3PENbIE U
He nonosospenvie ocobu, Nb — nonosospenvle
pazmuodxcarowuecs ocoou nonynayuu, Ne — cenemuuecku
appexmusnasn uucnennocmo unu Nb, ymenvuiennoe 3a cuem
He PA8HO20 COOMHOUEeHUsL NOJI08, OupdepeHyuarbHoU
NI000BUMOCMU U KOAEOAHUT YUCTEHHOCMU NOKOICHU.
Fig. 9.1.2. Differences among population sizes. N is total
number of individuals in a population: mature and not
mature, Nb is mature part of a population: spawning mates,
Ne is genetically effective size or a part of spanning group.
Nb affected by sex ratio, fecundity variance, and inter-
generation abundance.
O toMm, uto Ne — 3TO TeHeTHYeCKas a0CTpaKIys, Kak chOpMyTUPOBAHO B ONPEICICHHUH, JAHHOM B
HayvaJie Tojpasiesa, He CTOUT 3a0bIBaTh. B 4aCTHOCTH, UCXO/Is U3 BBIpaXKEeHH 9.7, JIETKO MOJICUUTATH,
YTO MPHU PaBEHCTBE MOJIOB Ve MOKET J1ocTUrath 4NV, 4To, KOHEUHO, HE JOCTIKUMO Ha MPAKTHKE.
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To, kak /Ne MOXET BIIUATh HA U3MEHUYUBOCTh YaCTOT aJIEJIE B TAHMUKTHYECKOM MOIMYJISIIAN
pa3INYHOro pasMepa mutrocTpupyet Pucynok 9.1.3. [1pu Gonpimx BennunHax Ne 4acTOTHI alieNneid OT
TIOKOJICHUS! K TIOKOJICHUIO H3MEHSIOTCSI OUYSHb MaJIO, TOT/AA KaK IPH MAJIbIX /Ve N3MEHEHHSI BEJTHKH.

Puc. 9.1.3. Bauanue Ne na usmenenue
yacmomsl 2eHa (¢ — ocv X) 6 cepuu
nokoneruil (T — ocv Y).

Toukamu u cnaowHoOU TUHUEU
NOKA3aHA USMEHYUBOCTb 8 NONYIAYUU C
Ne=118, a nynkmupHoti 1unuei ¢
Ne=33182. Hcxoonas yacmoma 2ena 6
oooux cryyasx q = 0.9 (Ilo Kapmasyes,

1995).
Fig. 9.1.3. Ne influence on gene frequency
change (q, X-axis) through generations (T,
Y-axis). Changes in smaller population
Ne=118 shown with dots and solid line, in
larger Ne=33182 changes shown with
broken line. Initial allele frequency in both
cases is ¢ = 0.9 (From Kartavtsev, 1995).
IToTok reHoB 1 KO3 (ppuUMEHT MUTPALIUH, M

HoBple aymutenn MOTYT NOSIBUTHCS B MOITYJISIIIAN TIOCPEACTBOM MYyTalllii, HO OHH TAKXKE MOTYT
MPOHUKHYTH B MOMYJISALHUIO B KAUECTBE TAMET, KOTOPbIE IPUBHECYT HIMMHUTPAHTHI U3 APYTUX MOMYIISIUI.
DTOT NpoIecc MPOHUKHOBEHHS UYKHUX MM «HMHOCTPAHHBIX» TEHOB MOKET BBI3BIBATH OOMEH I'€HOB, H
€CJIM 3TOT IPOLECC MOCTOSIHEH, TO MBI 0y/IeM Ha3bIBaTh €0 MOTOKOM I'€HOB. Dghdhexmuensiti pazmep
CYONONYIAYULL YACMO HACMONLKO MAJ, YMO NOGMOPHbIE MYMAYUU U UX 3aKpeNnieHue 8 NONYIAYUIX
NPOUCX00AM NPEHeOPeNCUMO PeOKO, 0adice HA 3HAYUMETILHBIX OMPE3KAX 8PeMeHtl, He OKA3bl8aAs HUKAKO20
BIUAHUA HA OUGhPepenyuayuio Nonyiayull 6 mexkyujem nokoieHuu (AMEHHO MO3TOMY MBI HE
paccMaTpuBaeM poJib MyTalluid B ONIPEACIICHUH TTOMYJISIITAOHHON CTPYKTYpHhI). C Ipyroi CTOPOHBI,
UMMHTpALUs 0co0ei U3 JPyTrux JeMOB, COIPOBOXKIaeMasi IEPEKPECTHBIM CKpPEIIMBaHUEM, JOKHA ObITh
MOYTH BCETJ]a OYEHb BAXKHBIM (PaKTOPOM MX TeKyllel auddepeHnuanim, pacupocTpaHssach Ha
MOCJIEIYIOIIUE TTIOKOJICHHUS U CTaHOBSICh UX UcTopuei. [lycTs m sBnseTcs pakTudyeckoit nonei
MOMYJISIINK, KOTOpasi IPUBHECEHA CO CTOPOHBI, a QO ABJsSETCs HAOII0AaeMON YacTOTOM JaHHOTO TeHa Y
UMMHIPAHTOB, B OTJIMYHME OT ¢ JUIS ATOTO K€ TeHa BHyTpu abopurenHoi nomyssiun (Wright, 1931).
YacToTa reHa @ B UCXOJHOM (HyJIEBOM) ITOKOJIEHUH PABHA ¢, @ YaCTOTa B IEPBOM IOKOJIEHUN - ¢,. Ee
MOYKHO OIIPEJIENIUTh U3 COOTHOLICHHUSA: §; = ¢, (I-m) + Om = q,— qym + Om = q, - m (q, - Q). IsmcHeHnE
YacTOTHI aJuIes 32 OJTHO OKOJIEHNUE COCTABUT: Ag = ¢, - q, 3aMEHsIsl ¢; B JAHHOM BBIPa)KEHUH,
COOTBETCTBYIOIIEH BETMUUHOMN U3 MPEABIAYIIEr0 YPaBHEHUS HMEEM:

A9=q;-9,=qy-m (q,- Q) -q,=-m (q,- Q). (9.11)
3nech m — 370 KO3GUIMEHT MUTPALIUHN UK (paKTUUecKas 05l UIMMUTPAHTOB, a Ag — U3MEHEHUE
YacTOThI F'€HA 3a OJHO MOKOJICHHE.

DddexT Murpanur MoKHO IPOMWLTIOCTPHUPOBATH PA3TUIHBIMU MYy TSAMU. BhIllle MBI TPUHSITH, YTO
MUTpaIUs TPOUCXOAUT TOJIBKO B OJJHOM HaIlpaBJICHUHU, HAIpUMEP U3 OOJIbIION KOHTUHEHTAIbHOM
MOIYJISIIIK B MaJICHHKYIO YaCTUYHO U30JIMPOBAHHYIO OCTPOBHYIO MmomyJisiiuio. [Ipeanonaraercs Takxe,
YTO B 00EUX MOIYJISAIUAX BRIMOJTHACTCS paBHOBecHe X-B, x0T murpanus nerctByer. UToOb! mydrie
noHATh 3(p(peKT moToka reHoB, pazdepeM uncieHHbIi npumep (puc. 9.1.4).
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Mepen murpaLjer Mocne MurpaLyn Puc. 9.1.4. Bauanue muepayuu Ha

Nonynsuns 2 Monynsuna 2 usmenenue uacmomul cena (I1lo Memmaep,
I'pece, 1972).
Fig. 9.1.4. Migration influence on gene
frequency change (From Mettler, Gregg,
0.3 0.7 0.3 0.7 1969).

Murpanus BIuseT He TOIbKO Ha
WHTETPUPOBAHHOCTH TeHO(OH A, HO TAaKXKe U
Ha >QPEKTUBHBIN pazMep MOMmyJIAui

(I'naBa 8; puc. 8.3.2). /lannsle Ha puc. 8.3.2
o5 oy COOTBETCTBYIOT BEICOKOMY IIOTOKY T'€HOB y
MOPCKHUX O€CITO3BOHOYHBIX, YTO TPSMO
P Q P Q cBs3aHo ¢ Ne (cMm. Paznen 9.3, popmyna
28 e = - 9.22). DTO neTKo MOHATH JTaXe Ha
MHTYUTHBHOM ypoBHe. Tak, eciu Tpu
q=04 q=0.2(0.7)+0.8(0.4)=0.46 MNomyJIsIUA pasMepom Nej, Nes> un Nes
MHTEHCUBHO OOMEHMBAIOTCS T€HAMU,

| m {ummurpanTel) = 0.2
Monynauywms 1 | 1-m (aBopurenel) = 0.8 | Monynayws 1

m = |, TO 3TO 3HAYUT, YTO UX YUCIECHHOCTh NpakTudecku cymmupyercs: Ne = Ne; + Ne, + Nes u,
€CTECTBEHHO, MHOT'O 0OJIbIIIe, YeM Ka)KJasi MOMYJIALHUS [0 OTAEIbHOCTH, €CJIM MUTPALUS OTCYTCTBYET.
Ko3gdpuumeHT ecrecTBEHHOr0 0TOOPA, S

OTHOCUTENBHAS TPUCTIOCOOIEHHOCTD, CKKEM I10 KHU3HECTIOCOOHOCTH TeHOTHIIOB (W), MOXET
OBITH OIICHEHA 110 COOTHOIICHUIO TeHOTUIIOB AA, Aa 1 aa cpey IOTOMKOB B CKPEIIMBAHUIX
TeTEPO3UTOTHBIX pouTenel (Aa X Aa) UCXOI U3 BRIPAKEHUS:
2n4A4/nAa, 1, 2naa/nAa, 9.12)
I7Ie N — 3TO YKUCJIO TEHOTHUIIOB.
Eciu WAa =1, Torna
WAA=1-s, u Waa=1-s,, 9.13)
rie s; sBisgeTcsa Ko3hpunreHToM oroopa npotus AA, a s, — 310 koddduient ordopa npotus aa. [Tocue
OJTHOTO IUKJIa 0TOOpa CPETHHUE MPUCITOCOOIEHHOCTH (110 JAHHOMY JIOKYCY!) B TIOMYJISIIUNA CTAHOBSTCS
(Tabm. 9.1.1):
W=Wop2+Wi2pq + W2q2. 9-14)

Tabnuua 9.1.1. Pe3synbTathl ogHoro uukna otéopa (Mo Mettnep, perr, 1972)

Table 9.1.1. Results of one-circle of selection (From Mettler, Gregg, 1969)

MleHoTun AA Aa aa CymmapHo
Yactora 10 or6opa (Fo) p° 2pq q 1
[TpucnocobaeHHOCTH Wo Wi W, -
[TponopiinoHanbHBIN BKJIA]A Wop” Wi2pq Waq” W
Yacrota nocne ordopa (F;) Wop2 Wi2pq qu2
_____________________ 1
W W W

Jpyrumu cioBaMu, B HallleM YHCJIEHHOM IIPUMeEpe B pe3yJibTaTe 0TOOpa YUCIEHHOCTH 00€UX TOMO3UTOT
YMEHBIIAIOTCS, & OTHOCUTEIbHAS YacTOTa reTepo3uroT yBenuuubaercs (Tabm. 9.1.5). Oty uzmeneHus
JOCTUTHYT CTaOUIBLHOTO MM CTAllMOHAPHOTO COCTOSIHUS, KOTJIa YaCTOTHI ajljiesiel JOCTUTHYT
PaBHOBECHBIX 3HaUCHUH (p” WK "), KOTOPBIE COXPAHSIOTCS JAOJTO, 10 TOM MOPHI, OKAa HEe U3MEHUTCS W.
B maketre POPULUS no ymonuanuro s t = 200 nmokonenuit, g = 0.3 (Populus>Evolutionary
Simulations>Selection>Autosomal Selection: Defaults).
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9.2. KOJINMECTBEHHAA MEPA AU®DEPEHLUWALINA

¢ dexT Baaynaa

Jl1s cTpyKTypHpOBaHHOM MOMYJISIIMKA HE00X0IMMa KaKasi-TO KOJIMYECTBEHHAs: Mepa
muddepernmranuy. B kauecTBe OCHOBBI JJI11 CPABHEHHSI MBI PACCMOTPUM OOJIBIIYIO CIIyYaiiHO
CKPEIIMBAOIYIOCS MOIMYJISIHIO U BO3bMEM JIOKYC, [0 KOTOPOMY He umeertcs otoopa. Eciu nokyc
M3MEHYHB TI0 ABYM aJulefisiM, A U @ C COOTBETCTBYIOIIMMHU YaCTOTAMH p H ¢, TO OKHUJAaeMbIe MPOTOPIIHH
reHoTHNOB AA, Aa n aa GyayT cienoBath pacnpenenenuio Xapau-Baiinbepra: p2, 2pg u g2. Ecin xe
MOMTYJISIIMSL TOAPA3IeIeHa U YaCTOTHI aJIeN el BaphUPYIOT MEX]Ty CYOIOIMyJISIIUSIMHU, TO TOTAA, KaK
nokaszan Bamynn (Wahlund, 1928), noau roM0o3uroT B 00 IMHEHHOM TOMYJISAIIMN Oy IyT O0JbIIE, YeM
IpeCKa3bIBaETCs COOTHOLIEHHEM X-B (17151 reTepo3uror, COOTBETCTBEHHO, CIIPABENIUBO 0OpaTHOE).

[TycTh p 9T0 actoTa A B cyononyssitiuu i (i = 1, ..., m), ¥ TIOJIOXKHUM, 4TO B KaXKIOU
CyOIOmyJISIMY TeHOTHUITBI HAXOISATCSl B paBHOBECUU X-B, HO OTIMYAIOTCA, CIIETys JIOKATHHBIM 4acTOTaM
amneneii. Yactora AA B CyONOMyJISLUM i TOTIA PABHA p2] M, €CIIU CyOIONMYJIALUK UMEIOT PaBHBIA pa3Mep,
TO Tiponiopiivisi AA BO BCEil MOMYJISIITUN COCTABUT:
(szﬂ /m= p2 - Vp. (9.15)
3necy p =) pi/m—3TO CPEHss YaCTOTa AILIENs A BO BCEH MOIyJIsAuH, a Vp — qucnepeus pi Mexy
cybnonymsuusmu. Takum 06pasom, Vp paBHAETCsS M30BITKY TOMO3UIOT U, COOTBETCTBEHHO, IEPUIUTY
TeTEPO3UTOT 10 OTHOLIECHUIO K ITponopuusM X-B. [Iponmtroctpupyem 3T0 3aKI0YEHUE YUCICHHBIM
npumepoM (puc. 9.2.1).

B0 Fpcm . Puc. 9.2.1. Yucnennotii npumep, unnrocmpupyiowutl dgpexm

Banynoa.
’;: g:ﬁ B noopasoenennoii nonynayuu umeemcs uzouimox
2pq =042 20Mo3u2om u oegpuyum 2emepo3ueom no CPAGHEHUIO C OHCUOAHUEM
' X-B 6 ne noopazoenenHol NaHMuKmu4eckou nonyisayuu. B
2:&7 NAHMUKMUYECKOU NONYAAYUY NPU PABEHCMEe Yacmom 08YX djllenell
2pq=0.42 2pq = 0.50, oonaxo, 6 noopazoenennou nonyaayuu 2pq = 0.42,

Xoms cymmapHble yacmomul auienei maxice pasHul 0.5.
Fig. 9.2.1. Numerical example of Wahlund effect.
In subdivided population there is an excess of homozygotes

and deficit of heterozygotes in comparison with H-W expectations in

a single panmictic population. In panmictic population 2pg = 0.50,

however in subdivided population 2pq = 0.42.
Paiit (Wright, 1921) BBen nmapametp F, HazBaHHBIN WHIAEKCOM (DUKCAITUH, JJIT TOTO, YTOOBI
OXapaKTepU30BaTh U3MEHYMBOCTD IO TUAIUICTBHOMY JIOKYCY. J{JIs HalIero ciryvasi 4aCTOThI TEHOTHUIIOB
AA, Aa v aa B noapa3aeNeHHON MOMyISIAHA MOTYT OBbITh 3alMCaHbl, COOTBETCTBEHHO, KaK p2 + Fpg,
2pq(1 -F) v g2 + Fpq; cpaBuuBas ¢ (9.15) Mbl Buanm, uto F = Vp/ p g. Paiit (Wright, 1943; 1951;
1965) pa3Buit cBOIO KOHICTIHIO U Tipeaoxun Tpu F —ctaructuku: Fis, Fit u Fst, mocpencTBomM KoTOphIX
MO>KHO OILIEHUTh Pa3HbIE BApUAHThI OTKJIOHEHUS OT paBHOBecHs X-B B 00beIMHEHHON TOMYJISIIUU TTPH
HAJIMYHU €€ MOJIPa3/IeIICHHOCTH Ha cyOnomysiiun. st otueHKH nuddepeHuanu MexIy
cyOmonymsusMu mpuMeHuMa ctatuctuka Fst, koTopas B unTeprnperauuu Paiita siBisiercs
K02(pPHUIIMEHTOM KOPPEISIIHUN MEXKIY TaMeTaMH, B BBIOOpPKaX U3 OJJHON MOMYJISIMH TTO0 OTHOIIECHHIO K
00BeAMHEHHOM MOMyIALXU. J{7151 KOHKPETHOTO TEKYIEro MOKOJIEHHS 3TO OMpe/ie]ICHHE BENET K
BBIpaXEHHUIO F'st = Vp/ p g, B KOTOPOM Fist — 5TO CTaHJapTU3UPOBAHHAS JIUCIIEPCHUS YaCTOT aJLIETIEH.
OrmernMm, oaHako, uto Fst=Vp / p g cipaBeqinBO BHE 3aBUCHMOCTH, BBIIIOJIHAETCS JIM PaBHOBECHE X-
B nnu Her. YioOHas ¢popmyna s Fst MmoxeTt ObITh osTyueHa, eciu BBecT Hs = Hi/m, rne Hi = 1 —
(pi2 + qi2) — 5T0 OKUOAEMAas U3 COOTHOLIEHUS X-B reTepo3uroTHOCTh B cybmnonynsuuu i, a Ht = [ —
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( p?2 + ¢2). lIpocTele BHIKIAAKU BeayT K Beipaxkenuio (Nei, 1973):
Fst=Vp/ p q=(Ht-Hs)/Ht =1 - (Hs/H1). (9.16)
AHau3 reHeTuveckoi 1udpepeHunanuu
Heii (Nei, 1973; 1977) pacuupun ucrnonb3oBaHue Fst, Kak Mepbl TeHETHUECKOMN
muddepeHranuy, BB CTaTUCTUKY Gst, KOTOpasi IpUMEHNMa JIJIsl MHOKECTBEHHBIX ajulesieil u
HECKOJIbKUX JIOKYCOB. I1yCTb p;, 1JI JaHHOTO JIOKyCa ABJSETCSA 4YaCTOTON ansens k B CyOnonyssiuu i =

1,2..m. O603HaYMM OXKHUIAEMBIE TETEPO3UTOTHOCTH hf, Hs n Ht xax: hk = 1 - Yk,_, pi2, Hs = Ym,_, h/

m,Ht =1-m_, pk2 . Jlanee npumeM Takxke, yTo HaONIOAaeMasi T€TEPO3UTOTHOCTb paBHA Ho=1/n hyay,
rie hgqc — pakTuueckast YUCIEHHOCTh TETEPO3UIOT B BEIOOPKE, a 11 — uKciI0 ocobell B BeIOOpKe. Teneps
MO>KHO BBECTH F-CTaTUCTHKY AJIg Ciiydast MHOYKECTBEHHBIX ajliesneil u MHorux jiokycoB (Nei, 1973, 1977,
1987). [Inst ogHOrO JOKYyCa 3HAa4eHUs F—CTaTUCTUK PABHBIL:
Fis=(Hg-Hp)/Hs, Fit=(Ht- Hp) / Hy, Fst = (Ht - Hg) / Hy 9.17)
J1J1s HECKOJIBKUX JIOKYCOB F-CTaTUCTUKU PaCCUUTHIBAIOTCS YCPEIHEHUEM MTOJIOKYCHBIX 3HAYCHHA CO
B3BEIIMBaHUEM, Mporieaypa KoToporo onucana Heem (Nei, 1977b) u npeacraBieHa Takke Ha PyCCKOM
s3bike (KapraBues, 3acnaBckas, 1983). s Toro utoOsl pa3nuyats Fst-cratuctuky Paiita ¢ mocieqaum
BapuaHTOM Fst, 0110 BBeZieHO oO0o3HaueHue Gst (Nei, 1977b). B aTtom o603Hauennun Fst=Gst iBasieTcs
MepOi MEXTPyIoBol reHeTndeckoit muddepennmanuu (diversity) u Bceraa sBIseTcs MOJI0KUTEIBHOM,
JTaKe eCJIM Ha CaMOM JIeJie HET peaibHON TeHEeTHYECKOM reTepOreHHOCTH. JTO HaJl0 UMETh BBUIY MPHU
W3YYCHHUU PEATTbHBIX TOIMYJISINUN, TaK KaK OIMIUOKHA BEIOOPOYHOCTH MOTYT CO3/1aBaTh KaKYyIIYIOCS
muddepeHumranuio. Fis —3T0 UHIEKC, U3MEPSIOUINI OTKJIOHEHUSI BHY TPUTPYIIIIOBBIX
(cyOmomyIAIMOHHBIX ) HAOI0IAEMBIX TETEPO3UTOTHOCTEH OT 0XKUIaeMbIX IIpH paBHOBecHH X-B (oH
MOJKET OBITh MOJOXKUTEIbHBIM — IIPU ASPUIIUTE FETEPO3UTOT IO OTHOIIECHHUIO K X-B mponopuuu niu
OTPUIATENLHBIM — TIPU UX U30BITKE). Fif — 3TO UHACKC, U3MEPSIOIINN OTKIOHEHHE CYMMapHBIX
O’KHJJaeMbIX T€TEPO3UTOTHOCTEN B MOMYJISIUH OT (PaKTUUECKUX TreTepo3uroTHocTeil. OH MOXKET OBbITh,
aHayiornyHo Fis, MONOXKUTENFHBIM UITH OTPUILIATETHHBIM, HO BCera 0obiie Fis.
Hepapxuyeckas cTpyKTypa

MosxHo 1mokasath, uto Ht = Hs + Dst (Nei, 1973). 3necb Dst = Dy / s — 910 CpemHsis
MeXTrpyImnmoBas AuddepeHunanus no /~romy JoKycy; rae Dy — cpeiHee MUHUMAIbHOE TeHETHYECKOe
paccTOsIHUE CPE § TPYIII WK cyormonmyisauuii. Mcrmonb3yst 3Ti 0003HaAYeHUS MOKHO BBECTH JIPYTYIO
3anuch A Gst. OTHOCUTENBbHYIO BETUYMHY TeHETHUYEeCKON AuddepeHInaluy MexX Ty cyOonomyIsauusiMu
MO>KHO H3MEPUTH KaK:
Gst = Dst / Ht. (9.18)
Bennuuna Gst Bapsupyet ot 0 10 1 1 HazbiBaeTcst k03 duimeHToM reHHoi tuddepeHranmu.
Bripaxkenue (9.18) MOXXHO JIETKO pacCHIUPHTh JI0 CITydasi, KOT/a Kak1asi CyOnomyJIsius fajaee
HoJpas/iesieHa Ha HECKOJIBKO KOJIOHUH. B 3ToM citydae Hs MOXKeT ObITh pa3iioskeHa Ha TEeHHYIO
nuddepeHnrano BHYTpH U MEX 1y KOOoHUIMH (Hc u Dcs, cooTBeTcTBeHHO). [ToaTomy,
Ht=Hc + Dcs + Dst. 9.19)
Takoro Tuma aHanu3 MOXeT ObITh MIPOJOJIKEH ISl JIIOOOT0 YUCIIa HEPAPXUUECKUX TOpa3aeICHHM.
OTtHocuTeNnbHAs CTENEeHb TeHHOM nuddepeHImanu, OTHECEHHAs K KOJIOHUSM BHYTPH CyOMOIYJISIIHIA,
MO3KeT ObITh U3MepeHa kak Ges(t) = Des/Ht. MoxHo nokasats, 4to (1 - Ges) (1 - Gst)Ht = He, tae Ges =

Dcs/Hs. Jletanu 3T0T0 aHaU3a U 00CYKICHHE OJIM3KHUX BOIIPOCOB MOYKHO HAWTH B JINTEPATYPE
(Chakraborty et al., 1982; Chakraborty, Leimar, 1987).

9.3. TUNbI NONYNALUMOHHOWU CTPYKTYPbI

Mozaejb NAaHMUKTHYECKOH MOMYJISINU
Kak roBopuiocs Bblie 1 B Jlekiuu 8, npocTeiIuii TUIT HOMYJISAIUOHHON CTPYKTYPbI OIMCHIBAET
MoJieJb MAaHMUKTHYECKOH nomynauuu. [lapamerpamu 3Toit Moaenu sBisitoTcs p u Ne. B Hauane 1ro60ro
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MO JIAITUOHHOTO UCCIIEIOBAaHUS UMEHHO 3Ty MOJIENb, C OTCYTCTBHEM KaKOH OO0 reHeTHIECKOM
muddepeHnmranuy (TeTeporeHHOCTH) U paBHOBecueM X-B, HE00X0AMMO TECTUPOBATh B MEPBYIO OUYEPEIb.
B ToMm Buze, kak oHa cOpMyITHpOBaHa IS CIydast MHOKECTBEHHBIX ajutenei (9.2), 3Ta MoJieNb TaKkoBa:
(2 pkAij)2 = X p2kAiAi + X 2pk(1-pk) AiAj, rie Ajj 0603HauaCT altens i Wim j, pk ero 4actory, k =
1,2,3..j — nopskoBbie HOMepa aneneit u 2pk = 1.

Mopnesau noapasaeaeHHON NOMYJISIIUU

[Ipex e, ueM paccMOTPETh AETalM JaBaliTe pacCMOTPUM cxeMy mojaenu (puc. 9.3.1).

Puc. 9.3.1. Ooun u3 eapuanmos ocmpoenot mooenu
NONYAAYUOHHOU CIMPYKMYPOL.

P — omo cpeonss wvacmoma annens 6 epynne
cyononynayuu K (K =2 «) (p; 00 p,), komopwvie cocmagisiiom
«ocmpoea apxunenazay u 4acmomsl diieneli 8 KOmopuvlx pagHbl
yacmome annens 8 KKOHMUHeHmaibHoy nonyasayuu. Kascoas
CYOnonyiayus noayuaem 2eHbl ¢ «(KOHMUHEHMA» co
CKOpOCMbI0, pagHou m (CTPEIKH).

Fig. 9.3.1. One of variants of the Island Model of population
Structure.
P is mean frequency of alleles among K (K = ©) demes
(p, to p,) that comprise “islands of archipelago” and which
equals to allele frequency in a “main land” population. Each
deme getting genes from “main land” with the rate m (arrows).
OcTpoBHas MojaeJIb

Nmerorcs aBa BapranTa 3Toil MoAenu. CxeMa OJJHOro M3 HUX JaHa Bhllie. Bo BTopoM BapuaHTte
«OCTpOBa apxXHIIeara) paBHbI B pa3Mepe 1 0OMEHUBAIOTCS JPYT C IPYrOM M UIMMUIPAHTaAMU C paBHOU
BEPOATHOCTHIO, & KKOHTUHEHT» He paccMmarpuBaeTcs. ['eHodhoHa MUTpaHTOB GOPMUPYETCS COBMECTHBIM
BKJIAJIOM U3 BCEX CyOmomynsuuid. PaccTosHus Mexay cyOnomyisiusiMH He BIHSIIOT Ha MOTOK reHoB. [1o
TeHETUYECKUM TIOCJICACTBUSIM 3TH JIBA BapHAHTA MOIPA3/ICICHHON MOIYJISAIUN HICHTUIHBI.

Jlis mpocTOThI, MBI He Oy/IeM MPUHUMATH B pPacueT BO3MOXKHOE JIEHCTBUE €CTECTBEHHOTO OTOOpA.
To ecTh, MBI pACCMOTPHUM JCUCTBHE TOJIHKO TTApaMeTpoB p, Ne u m. B 3TOM citydae TOJIbKO Apeli TeHOB
Oynet onpenensth quddepeHIrannio cyononysiui, a paBHOBECHOE COCTOSIHIE YacTOT aljiesield OyaeT
JOCTUTATHCS TIPH BIMSIHAN TIOTOKA TeHOB (Murpanmn). Juddepennmanus 3amaercs Beipaxennem (9.20),
KOTOpOE CXOJHO ¢ (9.6), HO peyIIPOBAaHO, TOCKOIBKY 37IECh MBI pACCMaTPUBAEM CYOMOMY AN
PaBHOTO pa3Mepa U JOCTATOYHO OOJIbIIINE, YTOOBI MOACPKUBATh paBHOBecHEe X-B.
62;.=p (1-p) Fst(®), (9:20)
rae Fsf(®) = (1 - m)2[1/2N+(1-1/2N) Fst(t-1)]. 9.21)

Ecnu Beipaszuts B (9.21) F yepe3 m 1 HA060pOT, TO MOXKHO MOJIYYUTh XOPOIIO U3BECTHHIE paBeHCcTBa (J1u,
1978, p. 474):

(1-m)2=2N Fgt/((2N-1) Fst+ 1), 9.22)
Fst=(1-m)2/(2N - (2N - 1)(1 - m)2). (9.23)

DTH COOTHOIIEHUS CBUAETEILCTBYIOT 00 OTPULIATENBHON CBSI3U MeXay ApeiidoM u Murpaiueit B
MEXTpymIoBoi auddepeHnnanyu, KoTopas onpenenseTcs: BeIMInHoM /Ne 1 3HaueHneM ko3 uIrenTa
murpanuu. [Ipu HeOonbI0i HHTEHCUBHOCTU MUTparuu (m << 1) u3 (9.23) u (9.20) MOKXHO BBIBECTH
0oJtee pocToe BBIpaXKEHUE JUTsl TeHeTHYecKo# mucniepcnn wim auddepennumarmum (Wright, 1931;
Konmoropos, 1935):
625,=p(1-p)/(4Nm + 1). 9.24)

W3 mocnennero cooTHOUIEHUs TeTeph ICHO, mouemy Fist = [ / (4Nm + 1), kak ObUIO 1aHO B
MpebIIyIIen JeKIH. 31eCh BaXKHO OTMETHUTD, UTO JJISl KaXI0T0 TEKYIIEro MOKOJIEHUS BaYKHBIM SBIISICTCS
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He caMo 110 cebe aeiicTBue m wiu Ne, HO X TIpou3BeieHHEe /Nm; TO €CTh, KITFOYEBBIM SIBIISICTCS
COBOKYITHBIH 3())eKT B BHJIE YKCIa MUTPAHTOB (IIPUYEM peub HIET O TIOTOKE T'eHOB, WM HHAYe, O
MUTpaHTaX, KOTOPbIE OCTABIISAIOT IOTOMCTBO!).

[Tpu B3aumoneiicTBun npeiida (m3mMeHeHus: Ne) 1 MUTpAllii HU3MEHEHNE YacTOThI aJUIETSI BO
BPEMEHHU - 3TO KOMIUIEKCHAsI (DYHKIHS pacipeaesieHust MiIoTHOCTH BeposaTHocTH (Wright, 1938; 1969).
OOBsicHEHHE 3TOT0 BBIpAXKEHUsI HAXOIUTCS BHE 3a1a4 3Toro Kypca. CootHomeHue Mmexay Nm u Fst B
COCTOSTHUM CTAallMOHAPHOCTH, IPU PaBHOBECUHU Jpeiipa 1 MUrpanuu, nokasaHo rpapudecku (puc. 9.3.2).
Puc. 9.3.2. Css3b medicoy pagHogecHoll

Lo senuyunoll unoexca uxcayuu (F) u vuciom
ook Muepanmos Ha nokonerue (Nm).

Ommemum, 4mo 1uuLb HECKOIbKO
08t MUSpanmos Heo6Xoo0umMo OJisl 3HAUUMENbHO2O

cHudcenus F™ u, maxkum obpazom, cHudxiceHus
eeHemuyeckol ouggepernyuayuu 00 gecoma
Hu3zko20 yposHs: Nm = 0.25 (ooun muepanm
Ha Kaxcooe yemeepmoe nokonaenue), F = 0.50,
Nm = 0.5 (00un muepanm Ha Kaxcooe emopoe
noxonenue), F = 0.33, Nm = I (ooun
muepaum na noxoneuue), F'=0.20, Nm = 2
(0sa muepanma 8 xasxicoom noxonenuu), F =
0.11 (Ilo Hartl, Clark, 1989).
Fig. 9.3.2. Decrease of equilibrium fixation
index (F™) against number of migrants per
generation (Nm). Note that only a few
migrants are necessary to reduce F", and thus
a population differentiation, to a very small
Lo oy == Jevel (From Hartl, Clark, 1989).
. 12 3 4 5 6 7 8 9 W ppy=025 (one migrant every fourth
S0 M PRHTOR Ha ToRooNHS_ N generation), F' = 0.50, Nm = (0.5 (one migrant
every second generation), F = 0.33, Nm = 1
(one migrant every generation), F' = 0.20, Nm
= 2 (two migrants every generation), F' =
0.11.

Ocmposnasn mooens npeononazaem, Ymo ecyiu 606,1€4eHa ZPYRna 6HYmMpusuUd08blx
noopaszoenenuil, mo 00J1HCHO OblmMb yeeauueHue 2eHemudeckoll ouggepenyuayuu om d001ee HU3ZKUX
uepapxuiecKux yposHeil, K 6osee 6blCOKUM.

Mogaeab cTyneH4YaTol MUTPaAul

OnHo-, IBYX- U TPEXMEPHBIE MOJICTN CTYTIEHUATON MUTpaluu ObUA pazpadoTanbl Kumypoii ¢
koyuteramu (Kimura, 1953; Kimura, Weiss, 1964; Weiss, Kimura, 1965). Mb1 He Oyiem paccMaTpuBaTth
JeTanu 3TUX Mojenei. OgHaKo HEKOTOPOE CXeMaTHYeCKOe MPEeACTaBICHUE O HUX MBI Ipesiaraem (puc.
9.3.3). Ilo meHbIEH MeEpe, UCXOAS U3 OJHOMEPHON MOJIENH, Ja)Ke NHTYUTUBHO OYEBUIHO, YTO JIJIS 3TOTO
CiIy4asi MKy MUTpaIiell 1 TCHETHUYECKUM PAcCTOSTHHEM (TeHeTndeckoi auddepeHnnanmuei)
CYIIECTBYET 0OpaTHO MPOMOPIIMOHATEHAS 3aBUCUMOCTb.

0.7

0.6

0.5

0.4

PasHoBecHoe F

0.3

0.2

0.1
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OaHomepHas TpexmepHasn

Puc. 9.3.3. Xapaxmep muepayuu npu 00Ho-, 08yx- u
MPexXMepHOll MOOeNAX CIMYNeHYAMOl MUSPayuU.

Kaocoas cmpenka npedcmasnsem memn muepayuu
m/2 8 00HOM uzmepeHnuu, m/4 6 08yx usmepenusix u m/6 6
Kaxicoom HanpasieHuu 6 mpex usmepenusix. Kpaegoie
ahexmul mo2ym 6vbims SNUMUHUPOBAHBI NPEBPAUYeHUEM
0OHOMEPHO20 MACCUBA 8 OKPYICHOCHb, 08YMEPHO20
Maccuea — 6 NOBEPXHOCMb Chepbl, a MpexmepHo2o
maccusa — 6 mop (Ilo Hartl, Clark, 1989).
Fig. 9.3.3. Pattern of a migration in one-, two-, and three-
dimensional stepping stone models Each arrow represents
a migration rate of m/2 in one dimension, m/4 in two
dimensions, and m/6 in each direction in three
dimensions. Edge effects can be eliminated by wrapping
the one-dimensional array into a circle, the two-
dimensional array into the surface of a sphere, and the
three-dimensional array into a torus (From Hartl, Clark,

1989).
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B teopuu noapaszaeneHHON MOy JISIHH
(ocneHU BapUaHT) UMEETCS SICHOE MPEIICKa3aHue
B3aMMOCBSI3U MKy CTEIICHBIO TCHETUICCKOM
i depeHIHaui U PACCTOSHUSIMEI MEXKTY
cyononysiiusimu win gemamu (Puc 9.3.4), kotopoe
MOJITBEPKAACTCS SMIUPUICCKUMHU HCCIICIOBAHUIMU
Ha unaennax [lanaro (puc. 9.3.5). Taxxke,
COXpaHSETCs BEPHBIM 00II[ce PABHOBECHOE
COOTHOIIICHHE JUIS CITydast HEHTpaIbHOCTH (MOICITh
6e3 oToopa):

" = o Fst=1/[4Nm + 1].

Paccrosue Puc 9.3.4. Ymenvwenue xoppensayuu uacmomaoi
annens ¢ paccmosiHuem 0nsi 0OHO-, 08YX- U
mpexmepHvix Mooenell cmynenuamou muepayuu (1o
Kimura, Weiss, 1964).
Fig 9.3.4. The decline in the correlation of allele
frequencies under the one-, two-, and three-
dimensional stepping stone model (After Kimura,
Weiss, 1964).

1 namepexve

Koppenauua, r
=1
o

2 namepeHun

3 namepenva

0.01. ¢ Puc 9.3.5. Csazv mesncoy eeoepaguueckum
paccmosinuem (d, km), pazoensarowum niemena
unoetiyes [lanazo, u cenemuueckoul OIU30CMbIO

0.010 Oxudaemoe mexncoy numu () (Ilo Workman et al., 1973 ¢
0obasneHuamu).
0.005 Amnupuyeckoe o(d) = a*e - bd, 20e a — koaghpuyuenm

JIOKAbHO20 cxo0cmea, b — pynxkyus
UWUPOKOMACUMAOHOU MUSpayuu.

- S = d  Fig9.3.5. Association between geographic distances
10 30 50 70 90 and (d, km) and genetic relatedness among them ()
(After Workman et al., 1973 with adds).

o(d) = a*e - bd, where a - coefficient of local
similarity, b - function of wide-scale migration.

9.4. SMINMNPUYECKUE OLIEHKU NMAPAMETPOB

N3 He0OX0IMMBIX TTapaMETPOB HE MHOTHE OIICHEHBI B PEATBHBIX MTPUPOIHBIX MOMYJISIIHIX.
PaccmoTpum umeronuecs nanHbie onieHnBanus 3¢ dextuBHON yncnenHoctd, Ne (Tabn. 9.4.1),
reHerndeckoit mupdepennmanuu, Gst (puc. 9.4.2), Benmuaunabl Murparyu, m (Taom. 9.4.2) u
npucnocodnennoct, W (Tabxn. 9.4.3).
Tabnuua 9.4.1. N'eHeTnYeckn adpdpekTuBHaAA YncrneHHoCTb (Ne) B npupogHbIX Nonynsumnax

XNBOTHbIX
Table 9.4.1. Genetically effective size (Ne) in natural animal populations
Buabl \ Ne \ WUCTOYHMK
[To3BOHOYHBIE
Oncorhynchus nerka 200 AnTyxoB u ap., 1975
To xe 174 Marriott, 1964
O. gorbuscha 695 Kaprasues, 1995
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Porcelio scaber 19-180 Brererton, 1962

Chondrus bidens 50 Antyxos, Jlumui, 1978
Sceloporus olivaceus 250 Kerster, 1964
Uta stansburiana 14 Tinkle, 1965
Platycercus eximius 31-83 Brererton, 1962
Mus musculus 10 Anderson, 1970
Michigan populations 10-75 Rasmussen, 1964
Arizona populations 30-130 Rasmussen, 1964
Ovis canadensis 98 Geist, 1971
Homo sapiens, Parma Valley, abopurenst 214-266 Cavalli-Sforza et al., 1964
Homo sapiens, a3naTckue MOHTOJIOUIbI 45-218 Pwrukos, 1973, Poruxos,
IllepemeTreBa, 1976

Homo sapiens, nnemena unaeiues, tO. 288-14400 Neel, Rothman, 1978
Amepuka
Cpennee (cpeaHee 0 MUHUMaJIbHBIM 142
3HAYCHHSIM)
Cpennee (cpeaHee 0 MaKCUMaJIbHBIM 1123
3HAYCHHSIM)

Hazemubie 0ecrio3BOHOYHBIE
Cepea nemoralis 236-8440 Lamotte, 1951
To xe 190-12000 Greenwood, 1975, 1976
Aedes aegipti 500-1000 Tabachnik, Powell, 1978
Drosophila pseudoobscura 500-1000 Dobzhansky, 1972
D. subobscura 400 Begon, 1977
Euphydrias edita 10-3700 Ehrlich, 1965
Dacus olea 4000 Nei, Tajima, 1981
Cpeanee (cpegHee N0 MUHUMAIbHBIM 834
3HAYCHHSIM)
Cpeanee (cpegHee 1o MaKCUMaJIbHBIM 4362
3HAYCHHSIM)

Mopckue 6eCriO3BOHOYHBIE
Mpytilus trossulus 33182 Kaprasues, Hukudopos, 1993
Pandalus kessleri 730800 CUTHHKOB U J1p., 1998
Cpennee 381991

ITpuBenennsie B Tabim. 9.4.1 nanHble HLTIOCTPUPYIOT: (1) OTHOCUTENBHO HEOOIBIIYIO BETUUUHY
Ne 110 CpaBHEHUIO ¢ OOIIEH YUCIEHHOCTHIO MOMYJISALNN )KUBOTHBIX, (2) HaJM4KE CYIIECTBEHHOTO
pas3nnuMs BeIMYuH Ne MeKay 03BOHOYHBIMU U OECIIO3BOHOYHBIMU )KMUBOTHBIMH, 0COOEHHO MOPCKUMHU
Oecmo3BoHOYHBIMHE (pHC. 9.4.1), (3) cpenn J0CcOCEeBBIX phIO HanbobIIIee 3HaUCHHE Ne 00HAPYKEHO IS
ropOyIIu ¥ 3HaYUTENbHO MeHblIee s Hepku (Tabm. 9.4.1). [Tocnennue naHHbIE UMEIOT BasKHOE
3HAUEHUE B CBSI3U C IUCKyCCUEH, npeacTaBieHHON B JIekuu 8, OTHOCUTENBHO MPUYKH NOMYJISILIMOHHON
muddepeHnInanum.
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F = 20.54, df = 2,21, p < 0,0000
55

Puc. 9.4.1. Jlucnepcuonnulii ananuz mexcepynnosou

5,0
45
4.0 A
35 g

30

Log Ne

25 /

20

HeoOHopoOHoCmU 3HaueHuti Ne 8 makconax
ocusommuuix: 1 - nozeonounvle, 2 — HazeMHble
becnossonounvie, 3 — MopcKue 6ecno3goHoUHbLE.
Fig. 9.4.1. Variance analysis among group
heterogeneity of Ne values in animal taxa. I -
Vertebrates, 2 - Land invertebrates, 3 - Marine
invertebrates.

B niennom renernueckas auddepenumars,
ckaxxeM B TepmuHax Gst, cpelin UCCleJOBaHHbBIX
| BUIOB pa3jiM4HA, JaXe JJIs BeChMa OJU3KHX

1 2

rPYMNA

i

0,2

Gst 0,154
0,14

0,05+

0

Buabl, nonynauum

' TAaKCOHOMHUYECKH, KaK 3TO MPOWLIIOCTPUPOBAHO HA
JococeBbIX peidax (cm. ['nmaa 8, puc. 8.3.9) u kax
3TO BUJHO ISl OPIOXOHOTUX MOJITIOCKOB poJa
Littorina (puc. 9.4.2). lna Littorina B cpemneM Jyist
MIaHKTOTpOo(oB U neuurorpodon: Gst =
0.047+0.010 u Gst = 0.154+0.028, cOOTBETCTBECHHO
(Ward, 1990; pacuer cpennux u SE aBTopa).

Puc. 9.4.2. ['enemuuecxas oughghepenyuayusi cpeou 10KaAIbHbIX

RONYAAYUL PAZTUYHBIX BUO08 OPIOXOHO2UX MOIIIOCKO8 POOd

Littorina.

Ilepeonue cmonbyvl — nonyasayuu U008, KOmopule
umerom naankmonuyro auvunxky: 1 — L. littorea, 2 — L.
scutulata, 3- L. plena, 4 — L. angustior, 5 - L. lineolata, 6 — L.
ziczac, 7 — L. angulifera; 3a0nue cmonbyvi — nonynsiyuu uoos,
Y KOMOpbIX OMCcymcmeyem cmaousi NIAHKMOHHOU TUYUHKU 8
orcusnennom yukne: 1 - L. saxatilis, 2-4 - L. saxatilis (Opyeue
nonynayuu), 5 — L. arcane, 6 — L. nigrolineata (/[annsie u3z

Ward, 1990).

Fig. 9.4.2. Gene diversity among local populations of various Littorina species.

Front columns are populations of species that have pelagic larvae, back columns are populations of
species that have no pelagic stage in a life circle. Pelagic: 1 — L. littorea, 2 — L. scutulata, 3- L. plena, 4 —
L. angustior, 5 - L. lineolata, 6 — L. ziczac, 7 — L. angulifera; Non-pelagic: 1 - L. saxatilis, 2-4 - L.
saxatilis (other populations), 5 — L. arcane, 6 — L. nigrolineata (Data from Ward, 1990).

Paznuuue cpennux 3HaueHud Gst 1151 STUX ABYX IPYII CTATUCTUYECKH CYILIECTBEHHO: tg = 3.6,
d.f. =15, p <0.005. OGHapyKeHHbIE pa3Tu4us JUIsl TUTTOPHH (Littorina) ¢ MIaHKTOTPODHON U
JEUTOTPO(HON aJanTUBHOM CTpaTeTuel, TOKa3bIBAIOT, YTO OMOJIOTHS BHIOB, KOTOPAs BIUSIET Ha
HUHTCHCUBHOCTH MUT' pam/m, MOXET I/IFpaTB HpI/IHI_[I/IHI/IaJIBHYIO pOJIB B HOHy.]BII_[I/IOHHO-FeHeTI/I‘{eCKOﬁ

nuddepeHnmanym.

PaCCMOTpI/IM HCKOTOPBIC, HCMHOT'OYUCIICHHBIC TAHHBIC, KOTOPBIC UMCIOTCS IO OLICHKE TCMIIa
MUTpauy. TeMn MUTpaIuy 3HaYUTEILHO BaphbUPYET CPEIN U3YUCHHBIX JTOCOCEBBIX PhIO (Tabm. 9.4.2).
Tabnuua 9.4.2. KoacbdmumeHTsl murpauum (m) y nococesblx pbib
Table 9.4.2. Coefficients of migration (m) in salmon

Buabl m (%) UcTouHuK
O. nerka 3 Vernon, 1957
To xe <=3 Hartmann, Releigh, 1964
To xe 2 Antyxos, 1989
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To xe 2 Wnwbun u ap., 1983

To xe 0,001-0,4 Brannon, 1982

O. gorbuscha 5* Bams, 1976

To e 9% Bams, 1976

To ke 0-16* Lane et al., 1990

To xe 0,1-111) Pyxios, JItob6aesa, 1980
O. kisutch 15-27% Donaldson, Allen, 1958
S. salar 5 Verspoor et al., 1991

[pumedanne. KoaddunmeHTs! m, 0oTMEUEHHBIE 3BE30YKOH, OTY4YEeHBI U3 KOCBEHHBIX HCTOUYHHUKOB. 1) OneHkn s
HCKYCCTBEHHO BOCTIPOM3BOIMMBIX cTa[. 2) KoaddunuenT Bo3Bpara 11t TpaHCIIIAHTUPOBAHHBIX PHIO.

CBogxa, npezacrasiieHHas B Ta0m. 9.4.2, niutocTpupyeT OTHOCUTENbHO HE3HAUUTEIbHBIA TEMIT
MHTPALMH 1 B TIPUPOIHBIX MOIYJISIHUAX JIOCOCEH B CPAaBHEHUH C HCKYCCTBEHHO BOCITPOM3BOAMMBIMU
CTazaMH. DTH JTaHHBIE TaK)Ke IMOKA3bIBAIOT, YTO IS HEPKH XapaKTepHbI MEHBIITNE KO PUIHMESHTHI
MHTPALMH M, YeM 15l TOPOYIIH, OTISITh %K€ COTTIaCyIONINEcs C MHTEPIIpeTalyeil MPUYHH MOMYJIIUOHHOMN
CTPYKTYPHUPOBAHHOCTH Y JIOCOCEBBIX, TaHHOU panee (['naBa §).

HmeeTcst HEMHOTO JaHHBIX TI0 OIICHKE KO (GHUINEHTOB MPUCTIOCOOICHHOCTH B IPUPOIHBIX
nomysausax. OIeHKH TpUCIoCcO0IEHHOCTH, MOJTyYeHHBIE TSl IBYX BHJIOB JIOCOCEBBIX, TTOKa3bIBAIOT: (1)
YTO UMEIOTCSI OTHOCUTENBHO HeOobIne pa3nuuus Wi-Teix K03 UIMEHTOB MPUCIIOCOOICHHOCTH U (2)
YTO JIJIsl pa3HBIX OCKOBBIX JIOKYCOB TAaKXKE€ OTHOCUTEIIHLHO HEBEIMKHU OTJIMYHS 3HAYCHUH OTHOCUTEIBHBIX
npucnocodnennocteit W;(Tabmn. 9.4.3).

Tabnuua 9.4.3. OueHkun oTHOcUTENbHOM NpucnocobneHHocTu (W) reHoTnnoB no 6enkoBbIM
fnoKycaMm y ABYX BMAOB TUXOOKEAHCKMX 10COCem
Table 9.4.3. Estimates of relative fitness (W) of genotypes at allozyme loci in pacific salmon

Bua, 3HavyeHue gna nokyca NuTepartypa
nokanbHocTb U | NomosuroTa 1 FeTtepo3surota | lomo3uroTa 2
AP. UICTOYHUKHU
LDH*
O. nerka,
Yaim 0.90 1.00 0.86 1
py4bHu 0.98 1.00 0.97 1
JIETHsIs1 paca 0.94 1.00 0.91 1
03€po - - - 1
Cranio, cyMMapHO 0.98 1.00 0.97 1
PGM*
Yanm 0.94 1.00 0.80 1
py4bH 0.91 1.00 0.72 1
OCEHHsIS paca 0.92 1.00 0.74 1
03epo 0.99 1.00 0.97 1
CTaJl0, CyMMapHO 0.94 1.00 0.79 1
MDH*
O. gorbuscha,
poauTenu- 0.63 1.00 - 2
JUYUHKH
JIMYUHKA 0.66 - - 3
- GPDH*
0.58 1.00 - 2
-"- 0.61 - - 3
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6PGD*
-"- 0.71 1.00 0.43 2
-"- 0.58 - 3
PGM*
-"- 0.64 0.78 1.00 2
-"- 0.86 - - 3

[Mpumeuanue. Wi — 310 3HaUeHUs, MPUHAUICKAIINE HAaOOJIee YaCcTO BCTPEUYArOIIUMCS TeHoTuraM. Mcrounuku: 1 —
Antyxos, 1989, 2 — CanmenkoBa, 1989, 3 — JKuoroBckwuii u mp., 1987.

9.5. MIPAKTU4ECKOE 3AHATHUE 9

1. Pazmuune Fst u F’st. Mepbl reHeTHUECKUX pacCTOSIHUMN, HanboJIee MOJIe3HbIX IPU aHATTN3e

BHYTPUBUJOBOM CTPYKTYphI: MHAEKCHI Dm 1 Rs.

2. CoBmecTHbIN 3 dexT Murparmu u otoopa. [Taker nporpamm “POPULUS” -> Evolutionary Simulations
-> Differentiation Models -> Selection, Gene Flow and Clines. [IpotectupyiiTe ABE pa3iudHbIE OMIIHH C
Pa3TUYHBIMU XapPaKTEPUCTUKAMHU MTaPAMETPOB.

3. Ot60p B oxHoit momyssiiuu. [Taker mporpamm “POPULUS” -> Evolutionary Simulations -> Selection -

> Autosomal Selection. Mcrionp3yiiTe onuuu o yMoa4aHuio. 3aTeM NOMEHSITe mapaMeTphl.
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r'JIABA 10. ECTECTBEHHAA rnbPngnsALINA mn
UHTPOIrPECCUNS TEHOB Y BN4OB B NPUPO/AE

NMABHbBIE BOINPOCHbI:

10.1. YT0 Takoe rmbpuapl n B 4YEM CyTb rmbpuansaunumn?

10.2. MeToabl onpegeneHns rmbpmuansauuu.

10.3. 'eHeTn4eckasa nHTepnpeTaumst rmépunamsyoLwmnx Nonynaumin.

10.4. SMnupuryeckne nccnegoBaHus rmbpuaHbIX 30H.
10.5. MPAKTUYECKOE 3AHATUE 10.

PE3IOME

1. BBeaeHne MeTo10B OMOXMMHUYECKON M MOJIEKYJIIPHON T'€HETUKU B TIPAKTUKY MCCJIe0BAHUS
rudpUAM3aIUHU T03BOJIIIIO 1aTh TOYHBIE CBEACHUS, KaK O caMOM (peHOMEHe, Tak U O 4acToTe
BCTPEYAEeMOCTH TMOPUIOB B IIPUPOJIE.

2. 'nOpuamu3anusa — 370 JUHaMUYEeCKHil mpoiiecc. OHa BKIIIOYAET CMEUICHUE U PpEOpraHu3alyio reHoMa
Ha WHIMBUYaJIbHOM YPOBHE, a TAK)KE CMEIICHUE U PeOpraHU3aIuio TeHO(OHI0B Ha MOMYJISIIUOHHOM
ypoBHe. ['ubpuan3zanus reHepupyeT HepaBHOBECHE IO CLICTIJICHHIO, KOT/Ia 1Ba paHEee PaBHOBECHBIX
W30JIMPOBAHHBIX TeHO(OHIA OOBETUHSIIOTCS B OJIMH. [ MOpUAN3aIus IPUBOIUT K pa3pyIICHUIO
CJIOKHBIIMXCS TOIMYJISIIIUNA, KaK €TUHUIL] CAMOBOCIIPOM3BO/ICTBA, A TAKXKe XO3IHCTBEHHOTO BO3/ICHCTBUS
YeJI0BeKa.

3. I'eHeTHYeCKOe CMeLIeHHe, CO3/IaHNE TMOPUAHBIX 30H M aBTOMAaTHYECKOE CYLIECTBOBAHUE
JIOJITOBPEMEHHOTO TAMETHY€eCKOr0 HEPABHOBECHSI MOTYT UMETh Pa3JIMYHbIC MMOCIEACTBUS —
MOJIOKUTENbHBIE M OTpULIaTeIbHbIE. [107T0KUTENTbHBIMU MTOCIEICTBUSMU SBISIOTCS YBETUUCHHE
TeHETHUYECKON M3MEHUYHUBOCTH, a TAKXKE «IIPOBEPOUHAs» POJIb THOPUIHBIX 30H (tension zone), KOTOPbIE
ABIISAIOTCA «I10JIeM OWUTBBI» 32 BUJIOBYIO MHTETPUPOBAHHOCTH. HakoHel, ruOpuabl, eciiu HHOTJa
OKa3bIBAIOTCS O0JIee MPUCTIOCOOICHHBIMU WIIH TTPOCTO 00JIAAFOIIUMHU HYKHBIMH YEJIOBEKY CBOMCTBAMH,
MOTYT OBITh UCIIOJIb30BAHBI MPSAMO B aKBAKYJIbTYPE WM KaK UCTOYHUKU AJIs CKPEIIMBAHUN B
CEJIEKLIMOHHBIX Mporpammax. OTpulaTenbHbIe OCIECTBUS BEChMa MHOTOYUCIIEHHBI: (1) HepaBHOBecCHE,
BEIyIIee K CHIKCHHUIO 00IIel MPUCTIOCOOICHHOCTH THOPHUIHON TTOMYJISAIINKA WK BUA, (2) HHTPOTPECCHs
BPEIHBIX (WK MIPOCTO HEAAANTUPOBAHHBIX ) TCHOTUIIOB B A0OPUTEHHYO TIOIYJISIIIAIO WK BU, KOTOpast
BEJIET K UX JETPaJlallui U 3aMEILEHUIO JPYTHUM BUIOM.

Chapter 10. NATURAL HYBRIDIZATION AND INTROGRESSION
IN WILD SPECIES

SUMMARY

1. Introduction of biochemical genetic and molecular genetic methods in hybridization research
provided a real opportunity to investigate a phenomenon of hybridization itself in nature as well as to
estimate hybrid frequencies in populations and species.

2. Hybridization is a dynamic process. It includes mixing and reorganization of genomes at the
individual level, as well as mixing and reorganization of gene pools at the population level. Hybridization
is a process, which generates genetic disequilibrium from former genetic equilibrium by mixing and
interbreeding two previously isolated gene pools. This process leads to a condition preventing
management of fish and shellfish stocks as discrete population units or species.

3. Genetic mixing and automatic creation of the long-term genetic disequilibrium may have different
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impacts, both positive and negative. Positive impact includes the increase of genetic variance and a
special role of the hybrid zone (tension zone), which served as a “field of battle” for species integrity.
Hybrids, if sometimes are advantageous, may be useful directly for aquaculture propagation or as a
source for breeding programs. Numerous negative impacts are created by (i) disequilibria, decreasing
fitness in hybrid deme (taxa), and (ii) introgression of deleterious (or just not adapted) genes into
aboriginal populations or species and as a result causing their degradation and substitution by other
species (as a rule they are worse, both for human being and ecosystems).

10.1. YTO TAKOE rmbPuabl U B HEM CYTb TMBPUAU3ALNN?

Jl1ig Havyana OTBETUM Ha BOIPOCHI, TIOCTABJIICHHBIE B 3ar0JIOBKe pazaena. I uopuo — smo
2eHeMmuU4ecKasi NOMeCb Uil NOMOMCMBO OM CKPEUWUBAHUSL MeHCOY eHEeMUYECKU PA3TUYHbIMU
opeanuzmamu. I ubpuOOM MOAHCHO MAKIHCE CUUMAMb 0COOb CO CMEUAanHOl podociogHou. B mpenenbHOM
CJIy4yae TeTepO3UroTa 1mo 0OJHOMY WJIH HECKOJIBKUM JIOKycaM — 3TO THOpHIHast 0co0b. Takum oOpa3zom,
ckpemuBanue Pi: A1A1 B2B2 x A2A2 B3B3 naer rubpun Fy = FH: A1A2 B2B3. I'uépuouzayua — smo
npoyecc, nocpeodCcmaom KOmopo2o NOAIAIOMCcs 2uOpuovl. Mexmay TeM, Mbl JIOJDKHBI OTMETHTh Pa3HUILY
MEXJTy TPOCTHIM BHYTPUTIOMYJISIIIUOHHBIM CKPEIIMBAHUEM U CKPEIIIMBAHUEM MEXIY Pa3InIHBIMU
JUHUSMH, TTOMYJISIUSIMHA ¥ BUAaMu. VIcTuHHBIE THOPHIBI OOBIYHO MPEACTABISAIOTCS, KaK MOTOMKH 0oJiee
OTJAJICHHBIX CKpeluBaHuil. [[puueM oTAaeHHOCTh CKPELIMBAaHUS IOBOJIBHO YCIOBHOE MOHSTHE,
3aBUCSIIEE OT KOHKPETHOTO BHa OPTAHU3MOB U CIIOKUBIICHUCS JIJIST HETO, HOPMAJIbHON CUCTEMBI
ckpemuBanuii. Kpome Fi, MmoryT Bo3Hukats apyrue tumnsl tTuOpunos: Fix Fi=F,, Fix Pj= Fy u T.1.
['uOpuau3anmsi MOKET OBITh HCKYCCTBEHHOM WJIM €CTECTBEHHOM MPUPOIbl. B m1aHHOM JeKmuu Mbl Oy1eM
MPEUMYIIECTBEHHO UMETH JIEJIO C €CTECTBEHHOW rudpuan3anueit. [ uOpuabl He 003aTeNBEHO TOKHBI
OBITH MPOMEKYTOYHBIMH MEKTy POAUTEIBCKUMHU (DOpMaMH, HO B 3aBUCUMOCTHU OT CIIOKHOCTH
CKPEIIMBAHUA MOTYT OBITh O0Jiee OJIIM3KMMHU K OTHOMY U3 POJMUTENCH, TaK YTO THOPUAHBIN HHAEKC MOKET
ObITh masnek ot 0.5 (puc. 10.1.1). Heckonpko 60bIne neTaneit Mbl paCCMOTPHUM TIO3KE.

OOBIYHO IPUHUMACTCS, UTO CPEIHSISI MPUCTIOCOOIeHHOCTE (W) HUXE y THOPUIIOB B CPAaBHEHUH C
poautenbckumu popmamu (puc. 10.1.1). Dto mpaBmiio He Beeraa BeIMoaHsAeTcs. lHoTma naxke oOpaTHoe
COOTHOIIIEHUE SIBISIETCS OOBIYHBIM. OTHAKO 3TU CITy4Yal HAXOJSATCS BHE TEMbI IaHHOM JIEKIIUU U
OTHOCSTCSI K UCKYCCTBEHHBIM CKPEIIMBAHHAM MEXIAY HHOPETHBIMU JTUHUSMHU WU OTPEICTICHHBIMH
TUIIAMH TIOPOJI U COPTOB.

Bua 1 Bug 2 Puc. 10.1.1. Jluacpamma, noxazviéarouas npoucxoxncoeHue
(nem 1) ropmasi (Aem 2) 2ubpUO0E U UsMEeHeHUe 2eHOpOHOA, KaK CMecU 08YX

1 pooumenvbekux 8u0os (0emos) — 1 u 2. I'ubpuomsiii unoexc

= ommeyaem cmenenb NPOMeHCYMmoUHOCMU 2UOPUOOE NO

§ OmMHOWeHUI0 K pooumenbckum popmam. Ilpucnocobnennocmeo
= 2UOPUO08 8 NPUPOOHBIX NONVIAYUAX OOLIYHO CHUNICEHA.

@ Fig. 10.1.1. A diagram showing the hybrids’ origin and a

S gene pool change as a mixture between two parental species
§ (demes) - 1 and 2.

S

MMBpuaHLIA MHAEKC

o

I |
0 0.5 1

CriocoGHOCTh U CKJIOHHOCTh TAKCOHOMMUYECKH Pa3IMYHBIX PbIO CKPEIMBATHCS U TPOU3BOIUTH
TUTOJJOBUTOE MOTOMCTBO, CEeYac XOpOIo JOKyMEHTHPOBaHa. J{jis aMepUKaHCKHX BHIOB TaKyIO CBOJKY
caenan Xa66c (Hubbs, 1955). [lIBapr (Schwartz, 1972; 1981) mpoBen aHaIU3 MOYTH YETHIPEX THICSY
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paboT ¢ mpuMepaMu UCKYCCTBEHHOW M €CTECTBEHHOW ruOpuau3anuu y pei0. Cunutaercs, 4To
eCTecTBeHHas rubpuan3ays 6oynee oObIUHA y PBIO, UeM B APYTUX TPYINaxX MO3BOHOYHBIX. ITO
3aKIIF0YCHNE OTHOCUTCS B OOJIBIION CTETIEHU M K MOPCKUM Oecrio3BOHOYHBIM. Ha mepBoe mecto cpenn
npuyuH Oosiee YacTol THOpUIU3alliy B 3TUX TPYIINAx HAJlO0 MOCTaBUTh HE CTOJb Pa3BUTYIO, KaK,
HampuMep, Y MICKOIUTAIOIINX, CHCTEMY XPOMOCOMHOTO OTIpe/ieieHus oja. M3BecTHO, 4To y phIO moJ
OTIpeieNIeTCsl HECKOJIBKUMHU MPUYUHAMU, a HE TTOJIOBBIMU XPOMOCOMaMH, KOTOPbIE MOTYT OTCYTCTBOBATh
BoBce (Kuprmanukos, 1979). Heckoiibko 0cOOCHHOCTEH OMOJIOTHH PBIO ¥ OECTIO3BOHOYHBIX MOTYT
JIe)KaTh B OCHOBE TaKUX Pa3IMYMii: BHEITHEE OIUIOA0TBOPEHUE, Clladble TOBEICHYECKUE H30IUPYIOIIUE
MeXaHU3MBbI, HepaBHast YUCICHHOCTD JBYX IMOTCHIUAIBLHBIX POJUTEIHCKIUX BUIO0B, KOHKYPEHITHS 32
OTrpaHHYEHHBIC HEPECTOBBIE OMOTOMBI U, HAKOHEI, BOCIIPUUMYHUBOCTh K BTOPUYHOMY KOHTAKTy HEIaBHO
nuBepruposasiux Gopm (Campton, 1987). B 3aBucMMOCTH OT JIOKaJIbHBIX YCIOBHUM 3TH OCOOEHHOCTH
MOTYT CUJILHO BapbUpOBaTh. EcTeCTBEHHBIC U BhI3BAHHBIC BMEIIATEILCTBOM UEJIOBEKA H3MEHEHHSI BO
BHEIITHEH cpeJie 9acTo MPUBOIATCS B KauecTBe (PaKTOPOB, CIOCOOCTBYIOMIUX THOPUIU3AINH Y PHIO
(AnTtyxoB u ap., 1997). Hanpumep, rubpuanzaiys OTHOCUTENBHO 00bIYHA Y IPECHOBOIHBIX PHIO U3
YMEPEHHBIX IHPOT, I7I€ TEOJIOTUIECKHE M KIIMMATHYECKIE yCIOBHS, HAYMHAS C TUICHCTOIICHA, PEe3KO
MEHSUTHCh, MEHSISl IPECHOBOJIHYIO Cpey, TOTAa KaK MOPCKas Cpelia 0CTaBajaach OTHOCUTEIHHO
ctabunpHOU. [TopokaeHHbIe HUBMIM3ALMEN n3MeHeHUs B cpesie B CeBepHOl AMEpUKE TakKe
KOPPEIHUPYIOT C MOBBIICHHONW THOPUAN3AIIIEH, BCTPEUaIOLIeiicsl MEKIy UCXOTHO alIONaTPUIECKUMH U
€CTECTBCHHO cuMMarpuieckumu mapamu BuoB (Hubbs et al., 1953; Nelson, 1966; 1973; Stevenson,
Buchanon, 1973). Jlns nococeBbIX pbIO Takue NpUMEph! ObUIM CyMMHUPOBaHbI 0T/AebHO (Simon, Nobble,
1968; Antyxos, CanimenkoBa, 1991; AnryxoB u ap., 1997).

[lepen Tem Kkak mepeiTy K pa3zeny, MOCBSAIICHHOMY METO/IaM aHaIn3a, He0OX0IMMO YTOUYHUTh
HECKOJIBKO TEPMUHOB. BO-TIepBEIX, MBI Oy/1eM Ha3bIBATh HOMOKOM 2€HO8 NPoyecc, MapKupyemvlil
CeNeKMUBHO HeUmpanlbHbIMU (UIU HOYMU HeUMPANlbHbIMU) ANIENSMU U RPUMEM, YO PenpoOYKMUeHas
U30NAUUA MeHcOy OUONI02ULeCKUMU 8UOAMU O3HAYAem OMCYMCmaue Kako2o Obl mo Hu OblLI0 NOMOoKA
eenog (B cmbicie, uto Fi, u oco6enHo F; unu Fy,, HEMI010BUTHI MK HE KU3HECTIOCOOHBI; HU3KO
IUIOJIOBUTBI, C1a00 KHU3HECTIOCOOHBI). DTa (HOPMYTUPOBKA MOAXOTUT MO CTPOTYIO, WIIK OPTOJAOKCAIBHYIO
BKB. Bo-BTOpBIX, TaBaiiTe IpUMEM, UYTO UOPUOHAA 30HA — DO 2e02paduyecKkoe NPOCMpPAaHCmeo, 20e
8CMpPeUaromces 2UOPUObL eCmecmeeHH020 NPOUCXOHCOCHUSL MeNCOY NPeOnoa2aeMblMu POOUMENbCKUMU
@opmamu. OGBIYHO B TaKOM 30HE BO3HUKAET KIUHA. B TpeThuX, Kauna — smo nocmenenuoe
(epaduenmmoe) unu pe3Koe uUzMeHeHue Yacmom aieneld 8 nPAMoM Uiy 0opamHom HanpasieHuu. euo 1
(nonynsyus 1) 2 eubpudsl 2 6ud 2 (nonynayus 2), noodepicusaemoe OAIaHCOM MeNCOy pacceseHuem u
ombopom npomus cubpudos (Mmogudumposano u3 Barton, Hewitt, 1985).

10.2. METOAbI OMNPEAENEHUA TMBPUOU3ALIUA

BrisiBneHe ecrecTBEHHOW rMOpUAN3AIIMY MEKIY BUJAMU U3 IPUPOJIbL, B TOM YHCIIE MEXITY
BUJAMHU PbIO, 4AaCTO 3aTPyAHEHO, IOCKOJBKY CYIIECTBYIOT PAa3IMUYHOTO POAA HEOMPEACIEHHOCTH.
Hanpumep, 1Ba TECHO CBSI3aHHBIX TAKCOHA MJIM KOHCTIEUU(UYHBIX TTOMYJISIAHA, MOTYT COCYIIIECTBOBATh
Ha apeajie 0e3 CKpelIMBaHus APYT C APYTroOM U, BCE XKe, THOpUAU3alys MOXKET MpeanoaaraTbes n3-3a
nepeKpbIBaHus (PEHOTHITNYECKUX psAoB. M Hao0opoT, THOpUAN3ANNS IPOUCXOUT, HO CAMH THOPHIBI
HUKOT/Ia HE CKPEIIMBAIOTCS 110 pa3HbIM IPUYMHAM, BKJIIOUYas CTEpUILHOCTh. Eciiu rubpubl 1atoT
oOpaTHbIE CKPELIMBAHUS C OJHUM WM 00OMMH POJUTEIBCKUMHU BUIaMHU, TO MOKET BO3HUKHYTh
UHTPOrPECCHs TEHOB WJIM BO3HUKHET THOPUAHAS MOy JISALHS.

Ecnu gaxT rubpuau3anin ycTaHOBIIEH, TO BO3HUKAET MOTPEOHOCTH Pa3IMIUTh 0COOEH CO
CMEILIaHHOHN POJIOCIOBHOM, UCXOIAIIEH OT ABYX POAMTENbCKUX BHIOB. OHAKO, KaK OyAeT OTMEUEHO
M03Ke, OTIIMYUTH HCTUHHBIX THOPHUIOB YaCTO HEMPOCTO, €CIIA THOPUAN3AIHNS PACTIPOCTPAHSIETCS TajbIle
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F,. Hxe MBI pacCMOTPHM JTaHHBIC O THOPUAM3AIUH BUIOB U TIOITYJISAINN, TIOJTYyYCHHBIC HA OCHOBE
pa3IUYHBIX METOLOB.
MeTtoasl mopdoaorumn

B takux nccienoBaHusAX OCHOBOU SIBJISIFOTCSI MEPHBIE U CUETHBIEC MPU3HAKU, 3HAUCHUS JIJIS
KOTOPBIX TOJTYUYEHBI Ha TPEIoIaraeMbIX THOPHUIAX, a TAKXKE HA 00CHX TMOTEHITUAIBHBIX POTUTEIIBCKIX
dopmax. Umerores crierududeckue npoueaypbl cpaBHEHUS MOPHOIOTUYECKUX MPU3HAKOB B IIEJIOM U
pu M3ydeHnn rudpuamn3anuu, B yactHoctH (beitmu, 1970; Hubbs, Lagler, 1970). Ocobu
paccMaTpUBAIOTCS KaK MEKBUOBBIC THOPHIBI, €CIIH 3HAUEHUS UX U3MEPEHHBIX MPU3HAKOB SBIISIOTCS B
CpeIHEM POMEKYTOUYHBIMH IO CPABHEHUIO C OOOMMH POTUTEIILCKIMH TaKCOHAMM.

N3 Mmopdonorndecknx mpu3HaKOB, UCIIOJIb3YEMBIX JUIS Pa3iInueHusi TAKCOHOB, OOBIYHO HE BCE
SIBIISTFOTCSL TPOMEXKYTOYHBIME Y THOpHI0B (Simon, Noble, 1968; Ross, Cavender, 1981; Leary et al.,
1983). I'ubpuabl He peAKO MPOSBIAIOT CMeCh MOP(HOIOTHYECKUX YePT, KOTOPHIE MOTYT OBITh B OHOM
BapuaHTe 0oJiee OJIM3KH K OTHOM POAMTENBCKON opme, a IPyTroM — K Ipyroil. B HeKOTOphIX cirydasx
THOPUABI MOTYT OBITH MOP(OIOTHYECKU TPOMEKYTOUHBIMH TTOYTH IS BCEX MPU3HAKOB, HO HEKOTOPHIE
MPHU3HAKK OCTAIOTCS TOYHO TAKHMH XKe, KaK y OJHOHN U3 poauTenbckux Gopm. Jlanusie mis hopeneit u
TOJIBI[OB MOMOTYT MOHSTH TPYAHOCTH pa3inueHus: TuopuaoB no Mmopdonorun (puc. 10.2.1).

&) Puc. 10.2.1. Conocmagnenue openeil u cmaibHO20108020 TOCOCH.
7 jecs A. Ha cnumke noxazana xymoica Salmo trutta 6 npupooe 6
peunom buomone (Ilo Ommanu, 1975). B. [loxazanwl sx3emnisnpol
paoysicrotl hopenu S. gairdneri uz Kyibmusupyemou IuHuU (HUMCHA
0cobb); 6 Yenmpe cmaibHO20108bll 10coCch S. gairdneri. Bepxuss pviboa
Ha CHUMKe - 2uOpUO paodysicras (hopenb X CMAaIbHO20A08bLI 10COCH
(Donaldson). I'ubpuo 6onee dvicmpopacmywutl, 4em CMaabHO20N08bll
J0COCb, HO 0bIadaem nPeonoUmerHuemM K Muspayuu 8 CONeHy 600y, KaK
cmanvro2on06bwlil 10coch. C. DKk3eMnispol 2UOPUO08 padydlcHas opes x
CMATbHO2O0N0-6b11 I0COCh, gepHysuiuecs uz mops (Ilo Hines, 1976)
Fig. 10.2.1. The rainbow-steelhead story.

A. On the color slide is brown trout Salmo trutta in nature in the river. B.
B The fish at the bottom is a rainbow trout S. gairdneri from the cultivated
8 strain; center, a steelhead S. gairdneri. At the top is a rainbow-steelhead
hybrid. It is faster than the steelhead in growth, but with the steel-head's
disposition to seek salt water. C. Speci-mens of rainbow-steelhead hybrids
that have returned from the sea.

CriennanbHO 11 MOP(OIOTHUECKUX TPU3HAKOB OBLIT
B 1peUIoKeH TMOPUIHBINA HHIEKC, YTOOBI H3MEPATH CpPeHEe
| MOPDOTOrHUECKOe CXOACTBO HHAMBUIYATbHON PHIOBI 11O
OTHOIICHHUIO K 000UM POJUTENHCKUM TaKCOHAM HJIU TOMYJISILIUSM
(Hubbs, Kuronuma, 1942; Hubbs et al., 1943).

Wnpexc (/) BBIYUCIAETCS OTIEIBHO AJIs KaXKIO0r0 MpU3HaKa
kak [ = 100 * [(u—X)/(Y-X)], rae u — 3TO 3HAaUCHUE NPU3HAKA Y
JTAaHHOHM 0co0M, a X 1 ¥ — 3T0 cpeiHKre 3HAUCHUS TIPU3HAKa B
nomnysnuy (Takcone) X u Y. MHauBuayansHas peioa co
3HAYCHHEM MpU3HaAKa, paBHBIM X Wi Y OyJeT UMETh 3HAUCHUE /,
paBHoe, cooTBeTcTBeHHO, 0 i 100. Muaekce co 3nauenuem S50
0003HaYaeT TOYHYIO MPOMEKYTOUYHOCTh aHAIU3UPYEMOTO
npu3Haka. boyiee pacnpocTpaHeHHBIM SBJISETCS MOAXO HA OCHOBE
JUCKPUMHHAHTHOTO aHAIN3a, C UCIIOIb30BAHUEM JIJIsl pACUETOB
0c00ei HCXOHBIX POAUTEIBCKUX (POPM, a 3aT€M BBIUYUCIICHHE
3HAYCHHUHN TUCKPUMUHAHTHOW (PYHKIIUN JUTSI KX I0U
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npernonaraeMoi ruopuIHoN ocoou.

Henocratkom rubpuiHOro HHAEKCA, U B IIEJIOM OJIHOMEPHBIX MOX0/10B (0a3upyromuxcs Ha
€IMHUYHBIX TPU3HAKAX), SIBIISIETCSI HEBO3MOYKHOCTH 0€30IMO0YHO TUAarHOCTUPOBATh MTO-WHANBHYaTHHO
Bcex ocobeil. MHoro 6osee oOHaIeKUBAIOIINE PE3YIIbTATHI JAI0T MHOTOMEPHBIE CTATUCTUYECKUE
METO/TbI, KOTOPBIC ceiiuac mupoko ucroyb3yrores (Neff, Smith, 1979; Adbudu, Diizen, 1982). OcHoBHOE
UX IPEUMYILIECTBO COCTOUT B TOM, UYTO MO KOMIUIEKCY MTPU3HAKOB MOXHO C BHICOKOH CTENEHbIO
HAJIC)KHOCTH KJIaCCU(DUITUPOBATH WHAWBUIYATBHO KKIYI0 0COOb B TAKCOHAX, B TOM YHUCIIC BBISBIISA
THOPUIOB.

JuckpumuHaHTHBIN aHanu3 ([lA) — 3TO OAMH U3 MHOTOMEPHBIX CTATHCTUYECKUX METOJIOB,
KOTOPBIH 4acTO UCHOJB3YETCs A aHaIU3a MOP(HOJIOTHYECKUX JAHHBIX U B UCCIIEAOBAHUIX
ruOpuau3anyy. JJMCKpIMUHAHTHBIA aHAIN3 TTO3BOJISET BEIYUCIIUTD TMHEWHBIC ()YHKIIMN U3MEPSIEMBIX
NPU3HAKOB, TAKUM 00pa3oM, YTOObI J1Be MK OoJiee rpynn 0coOei MOrIN ObITh MO-UHANBUAYAIBHO
OTIMYUMBI (TUCKPUMUHHUPOBAHBI) U KJIACCU(PHUIIMPOBAHBI OJTHA OT JIPYTrOif HA OCHOBE MHOTOMEPHBIX
BeKkTOpoB 3HaueHUH. DakTopHbIit aHanu3 (PA), B BapuaHTax INIaBHBIX KOMIIOHEHT WM MPUHIUITHAIBHBIX
KOOPJWHAT, 3TO BTOPOl MHOTOMEPHBIH IOIX0]], KOTOPBIH YaCTO HCIIONIB3YETCS B MOPPOMETPUIECKUX
uccnenoBanuax. B otnuune ot IA, @A He TpeOyeT anprHOpHOI HASHTU(UKAUH KIIACCU(PULIUPYEMBIX
rpynn ocobei. I1o mpoekuusm oTaeabHBIX 0c00€el (METOJOM HAUMEHBIINX KBAaPAaTOB WIH JPYTUMHU
croco0amu) B ©IX MHOTOMEPHOM IIPOCTPAHCTBE 3HAUEHUI, MOJKHO PacCUMTATh U BU3yalln30BaTh Ha
rpaduke HECKOIBKO TTIaBHBIX KOMIIOHEHT, MK oceil (Adudu, Diizen, 1982). Habop Takux mpoekuuii,
HOJYYEHHBIX 7151 0c00el n3 pailOHOB C HATMYMEM IMOPUIN3AIMU U BHE UX, MOXET MPECTABIATh
00BEKTHBHYIO HH(OPMAITHIO 10 MOP(OIOTUIECKON H3MEHUYMBOCTH U CBUICTEIBCTBOBATD O HAIWYUH WA
OTCYTCTBUM TMOpHIOB 0€3 KaKuX-T100 apuOpHBIX JomyIeHui. Takoro poaa uccienoBaHue KaprnoBbIX
PBIO Ha OCHOBE TEPBOI TTABHOW KOMIIOHEHTHI, CIPOSKTHPOBAHHONM HA TUCTOTPAMMAaX, ITO3BOJIMIIO MTOHATH
acnpenenenue GopM pbId U3 HECKOIbKUX JToKanbHOcTel (Dowling, Moore, 1984; puc. 10.2.2).

Puc. 10.2.2. Yacmomnoe pacnpeodenenue
3HAYeHUll nepeoul 21a6HOU KOMNOHEHMbl
. (T'K 1) ons 08yx kapnoswix pwid, Notropis
B cornutus u N. chrysocephalus, u ux

D N. comutus

' B o npeononazaemvlx 2ubpuUO08 6 nAmu
W N. chrysooephalus eeozpaguueckux nokanvrocmsax (Ilo
“do 30 2b 1an <1).o 1h 2o 3o Dowlmg, Moore, ]984)
Fig. 10.2.2. Frequency distributions of
100 first principal component scores for two

cyprinid fishes, Notropis cornutus and N.
chrysocephalus, and their supposed
hybrids from each of five geographic
locations (From Dowling, Moore, 1984).
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IPEIONIarafoTCs MPOMEKYTOYHBIMU IO (PEHOTHUITY K POAUTENHECKAM (opmaM. OTHAKO 3TO YacTO HE TaK.
Jlaxxe mpy MHOTOMEPHOM TOJX0JIe MHAUBUAYadbHas HICHTU(DUKALINA 3aTPyIHEHA HHTEPTpaganuen
NPU3HAKOB, TaK 4To ruOpuaoB F| Henb3s otmmunts oT Fa 11 63kkpoccoB. Kak oTMedeHo paHee 4acTo
rubpuabl F| nposiBIsiOT MO3aukKy MOP(HOIOrHYeCKUX MPU3HAKOB, KOTOPBIE MO OTAECTBFHOCTU
NPEACTaBISIIOT poauTeabckue popmel. OnpeaeneHne ke HHTPOTPECCHH BOOOIIIE PeAeTIbHO TPYIHO,
MOCKOJIbKY MHTPOTpecCcUpyIoas popmMa MOKET 0Ka3aThCs HEOTITUIUMOM OT OJTHOTO U3 POAUTENEH
(Greenfield, Greenfield, 1972; Busack, Gall, 1981).

W3nosxeHHbIE BBIIIE CBEICHUS, KAaK MBI BUJIUM, TPEOYIOT UCIONIb30BaHUs O0Jiee MPSMBIX
TeHETHYECKUX METOOB ISl YCTAHOBJICHUS THOPUIU3AITHH.

KapuotunupoBanue

Hcnonp30BaHne KapruoJIOTHYECKOTO aHAIN3a IMPOKO MMPUMEHSIETCS B UCCIICIOBAHUH THOPHIIOB
pactenuii. BcmoMHIM Kitaccudeckuil mpumep nonydenus rudpuaa Kapneuenko «PadanobOpaccukay
MeXIy peabkoi (Raphanus sativa) u kanyctou (Brassica olearacia), i3BECTHBIN U3 IKOJIHHOTO Kypca.
O6a Buna umerot 2n=18. I'ubpun F; umeer 18 xpomocom, o 9 ot kaxkaoro Bunaa. Meiio3 y F; Hapyien,
TaK KaK XpOMOCOMBI HECYT MHOT'O HE TOMOJIOTHYHBIX YYaCTKOB. DTO BEJIET K CTEpUILHOCTH THOpHaa F.
Opnako, Korya xpoMocombl F; ObuTH yIBOEHBI Iepe]l BCTYINIEHUEM B CTaIUI0 Meiio3a, TO Obliia mojyueHa
3UrOTa PaCTeHUs ¢ 2n=36, KOTOPOE BIIOJIHE IJIOJJOBUTO, TIOCKOJIBKY KaKJIasi XpOMOCOMAa UMEET TOMOJIOT.

Kapuonoruyeckue uccneoBanus Mpyu aHaau3e THOPHUIOB pbIO MPOBOAMINCH HE yacTo (Setzer,
1970; Greenfield, Greenfield, 1972; Busack et al., 1980; Sola et al., 1981). BoTbIIMHCTBO MOTIBITOK
muddepeHIaTbHO OKPACUTh XPOMOCOMBI PBIO, M TaKUM 00pazoM auddepeHupoBaTh ux
VHAMBUIYAIIbHOCTH 110 XapaKTEPHOMN «I10J10caTOCTU» (03HIMHTY) ObUIM HE OYEHb YAauHbIMU. TeM He
MeHee, HEKOTOpbIE YCTIIeXU ObUTH MOTy4YeHbI A7 BoisiBiieHUs: C- u Q-OdHAMHTA U OKpAIIMBAHUSA SEPHOTO
opraam3atopa (SIOP) y mococeBbix pui0 (Phillips, Zajicek, 1982; Delaney, Bloom, 1984; Phillips et al.,
1985; ®ponos, 2000). [Tonyuens! naxe G-6auaunru u Fish-6ouaunru (Tontana et al., 1998), Ho oka 310
HE BOIIUIO B IMIMPOKYIO MpakTukKy. OHAKO B IPHUHIIUAIIC aHAIN3 KAPUOTHIIOB, TIPY YCOBEPIIICHCTBOBAHUH
meTtonuku, HanpuMep G- u Fish-okparmmBanusi, MOXeT JaTh 0ObEKTUBHYIO U HE3aBUCUMYIO OT
MOpP(OJIOrHYECKUX JAaHHBIX HH(OpMAIHIO 0 THOPUAHOM npoucxoxaeHun ocobeit (Greenfield et al., 1973;
Gold, 1979; Bacunbes, 1985) n MmokeT OBITh KOMIUIEMEHTAPHBIM K IPYTUM T€HETHYECKUM METOaM.

beaxkoBble Mapkepbl T€HOB

OO0Hapy>xeHne eCTeCTBeHHON TMOpUIN3aIi M HHTPOTPECCUU METOaMU aHaIn3a OCIIKOBOM
W3MEHYMBOCTH SIBIISIETCS OOBEKTUBHBIM U TOUYHBIM, KOT/Ia JBA POJIUTEIHCKUX TaKCOHA WITU JIBE (OPMBI
UMEIOT pa3inyHble (PMKCUPOBAHHBIE aJlJIeNId IO IBYM MK Oolee JokycaMm. B aTom citydae Bce ocobu
JIBYX POJUTEIHCKUX TAKCOHOB OYIyT TOMO3UTOTAMU 110 PA3IMYHBIM aJIEIsIM, TOTIa KaKk THOpUab! F)
OyIlyT TeTepo3UroTaMH 1Mo BceM nuarHoctudeckum jgokycam (Leary et al., 1983; Whitmore, 1983). Ecnu
rUOpUAM3AIS paCIpOCTPaHIETCs Aanee cTaauu F, To ruOpuisl, 0OJHAKO, Oy Iy T MPOSIBISTH Pa3IHIHbIHA
CIIEKTP PEKOMOMHAHTHBIX TEHOTHIIOB, BKJIIOYAs JBa poauTenbckux Tumna (Avise, Van Den Avyle, 1984).
CoOTBETCTBEHHO, 0COOBb C COCTAaBHBIM F€HOTUIIOM, KOTOpask UACHTUYHA 110 TEHOTHITY C OJHOU U3
poauTeNnbeKuX (OpM, MOKET OBITH THOPUIHBIM TOTOMKOM F1, MOTy4eHHBIM U CaMOBOCIIPOU3BOICTBE
WM TIPH BO3BPATHOM CKPEIIUBAHUY C OJHUM U3 poauTeneid. [IpucyTcTBre peKOMOMHAHTHBIX TEHOTHIIOB
WHBIMU CIIOBAMU MOKET ObITh MPU3HAHO, KaK CBUECTEIHCTBO IJIOIOBUTOCTH THOPUIOB M HAJTMUUS
BTOpOT0 nokosieHust ruopuaoB (F, v Fy); 3T0 BEIMOTHSAETCS TOIBKO, €CIH Y POAUTEIBCKUX POpM
uMeeTcCs MOoMHAasl (PUKcalysl pa3IUdHbIX ajuiese, Jaromas HECOMHEHHbIE TaHHbIE.

Ecnu hopmbl pUKCHPOBAHBI TONBKO IO aJIENISIM OJTHOTO JIOKYCa, TO HE BCEr/ia BO3MOXKHO
otimuuth THOpUIOB F; u F,; xorna nons F, Benmuka, To u F, BcTpeuaroTcs yacto. Bee ocobu B Takoit
HOIY AU Oy IyT HPOSIBIATE MO0 ruOpuanblii peHotun Fi, 1nbo oquH U3 ABYX pOIUTEIBCKUX
dbenotunor. OxaHako, ecnu yactora F| HeBenrka, TO BeposITHOCTh BCTpeTuTh F, BMecTo F| kpaiine mana
Jake 10 OJHOMY JIOKycy (dactora F, mpumepHo Ha nopsiiok MeHs1ie yactoTsl Fi). Crenyromuii npumep
WJUTFOCTPHUPYET 3Ty MbICHb. [lycTh amtenu A u A, y poautensckux ¢popm (P u Py) dbukcupoBansl, a nx
yacToThl 1 yactora F; B BeiOopke n = 100 u3 nonyssuu pasusl: P =0.01, P, =0.99, F; = 0.01. YacTtoTs!

139



ramet y ruopuna paBubl p A; = pA; = 0.005. COOTBETCTBEHHO, YaCTOThI T€TEPO3UTOT B CKPEIIUBAHMSIX,
IIpU JOMYIICHUU CIIy4alHOCTH orutofgoTBopenus, oyayt: Fi x F; =0.005*0.005*2=0.00004, F, x P, =
0.005 x 0.99 =0.005 u F; x P, =0.005 x 0.01 = 0.00005. To ecTp, 4acToTa caMoil 4aCTON T€TEPO3UTOTHI
F, xak munumym B 10-15 pa3 mensine yactotsl Fi. Korga yactora rubpunos F; Beicoka, TO IpUCyTCTBHE
TeTePO3UTOTHBIX 0CO0EH JaeT TOJBKO JOKA3aTeILCTBO, YTO JBA BUIA CKPEIIMBAIOTCS, HO pa3Max
TUOpUAM3AINH OLIEHUTHh TOYHO Helb3sl. MHOTHE Clly4au eCTECTBEHHON TMOpHUAn3aluy ObLITN
JOKYMEHTHPOBAHBI IO €IMHUYHBIM K3EMIUISIpaM TeTepO3UroTHBIX ocobeit (Soloman, Child, 1978;
Beland et al., 1981). [ToaTomMy Ba)KHOI COCTaBIIAOINIEH UCCIIEIOBAHUI JOHKHA CTATh KOJIMYECTBEHHAS
orieHka rudpuauzanuu. OQUH U3 TPUHIIMITHAIBHBIX BOIIPOCOB, HA KOTOPHIE CIETYET OTBETHUTH, SIBJISIETCS
JIM J10J1 0cO0€e# O CMelIaHHBIM T€HOTUIIOM CYIIECTBEHHO BBIIIE, YEM OXHAaeMas IIPU CBOOOTHOM
CKpEILIMBAHUM C OJHUM WJIH OOOMMH TaKCOHAMHU.

DTOT BOMpoc ObUT U3Y4YEeH Ha MPUPOIHBIX aHAJAPOMHBIX MOMYJISIUAX CTATHLHOTOIOBOTO JIOCOCS
(Salmo gairdneri) n npubpexubIx nonysnusax gococs Kmapka (S. clarki clarki) (Campton, Utter, 1985).
DT ABa TaKCOHA UMEIOT pa3NuyHbIe HanboJee YacThle ajuleNd M0 YeThIPEeM ANEKTPOPOPETHIECKH
OTpeIesIEMbIM JIOKYCaM, HO OJIMH U3 POJAUTENICH UMEET MOTUMOP(U3M O KaXkKIOMY U3 YETHIPEX
J0KycoB. B oiHOM paiione Ob110 00HAPYKEHO HEOKUIAHHO OOJIBIIIOE YHUCIO 0CO0CH ¢ TPOMEKYTOUHBIMH
reHotunuaeckuMu komOuHanusimu (Campton, Utter, 1985). UToObI KOTHMYECTBEHHO OIEHUTH
BEPOATHOCTHh THOPUAN3AIUH ObLT IPEIOKEH HHIEKC (17]), OLIEHUBAIONINN OTHOCUTEIHHBIC BEPOSITHOCTH
TOT0, YTO COCTAaBHOM T€HOTHIT JUIsI KaXKJI0M 0COOM BO3HUK KaK CIEACTBHE CIy4aifHOTO CKpEIIMBaHUS B
npenenax Kaxaoro u3 asyx takcoHos (Campton, Utter, 1985).

IH = 1.0 - [log10(px) / (log10(px) + log10(py))], , (10.1)

rae px = 11, " ki 11" (X" upy = 1T, " ki 1T " (vyp)"™.

3necn ij u Yij - CPEIHUE YACTOTHI j-THIX aJUIENIEH 110 i-M JIOKycaM i Buaa X U Y, COOTBETCTBEHHO; /1;; —
9TO YHCIIO aJUIeTIeH j-TOTo THIa 0OHAPYKEHHBIX 10 i-MY JIOKYCY JUIsl OIIEHUBAEMO 0co0u; A; — ob1iee
YHCIIO U3BECTHBIX aJlieNiel o i-My JIOKYCY JUIsl IBYX BHJIOB BMECTE; kj — OMHOMHAIBbHBIN BHIOOPOYHBIN
koadurmenT (Hanpumep, ki = 2 aiia Aa, ki = 1 qist AA wim aa), CBSA3aHHBIN ¢ TEHOTUIIOM OCOOH T10 i-My
JIOKYCY; ¥ L — 4HCII0 JUArHOCTUYECKUX JIOKYCOB, UCTIOJIB3yEMBIX B pa3IMYCHUH JBYX BUIOB. BoipaskeHus
Dx Y py ABJISIOTCA yCIOBHBIMH BEPOSTHOCTSAMH TOT'0, YTO COCTABHOM TE€HOTHIT [0 BCEM JIOKYCaM JIJIst
0c00U MOXET BO3HUKHYTh B pe3yJIbTaTe CIIy4aifHOrO CKPEIIMBAaHUs BHYTpH Buaa X ¥ BUja Y,
COOTBETCTBEHHO (TPENOoIaraercs, 4To BbIOOPOUYHBIE YACTOTHI ajliieIel COOTBETCTBYIOT CPEHUM IS
BUJIOB U CYILIECTBYET PaBHOBECHE IO CIEIUICHUIO JJIsl BCEX JIOKYCOB). DTOT MHJEKC MOXET IPUHUMATh
3HayeHus B nuamnazoHe 0 — 1 u Oyner 6JU30K K OTHOMY U3 3TUX JIBYX 3HaYEHUH, KOr/1a 0COOM UMEIOT
OYEHb BBICOKYIO OTHOCUTEJIbHYIO BEPOSITHOCTh MPUHAICKHOCTH K BUAY X WIH Y, COOTBETCTBEHHO.

B nccnenoBanny rubpuanzaniy MeX Iy CTaTLHOTOJIOBBIM jjococeM U jococeM Kitapka (Campton,
Utter, 1985), rucrorpaMMbl 3Ha4€HUH THOPHUIHOTO MHJIEKCA SICHO MOKA3bIBAIOT 00JIACTH 3HAUYCHUH,
XapaKTepHbIE I UCXOJHBIX BUIOB B 30HE CUMIIATPHH, a TAKKE OTMEYAIOT CYIIECTBOBAHUE TPEThEH,
MIPOMEKYTOUYHOM TPYIIIBI B OJHOM U3 JokanbHOcTel (puc. 10.2.3). ABTOpHI HCClieIOBaHUS
UHTEPIIPETUPYIOT 0co0ei ITON MPOMEKYTOUHOM IPYIIIbL, KaK €CTECTBEHHO BCTPEUAIOIIUXCSI THOPUIOB.
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Puc. 10.2.3. 3nauenus eubpuonoeo unoexca (IH) ons 08yx cumnampuunsix 6u0oe gopenet,
AHAOPOMHO20 CIMANTbHO20108020 Jococs (Salmo gairdneri) u npubpescnoeo nococs Knapxa (Salmo
clarki clarki), a maxoce ux npeononazaemvlx 2ubpudo0s 0jisk mpex blOOPOUHBIX YHACMKO8 HeDONbULO2O
PYubsi.
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Ocobu co 3navenusamu unoexca oauskumu k 1 uiu 0 nposgsaiom cocmasHule 2eHOMunsl no
OeK0BbLM OKYCAM, KOMOPbLE UMEION 8bICOKYIO OMHOCUMENbHYIO 8ePOSIMHOCHb NOSAGLEHUs Y S.
gairdneri unu S. clarki clarki, coomeemcmeenno: (a) Yuacmox 1, 6ozpacm pvio 0+ (monvko
gairdneri); (b) Yuacmox 2, sozpacm pwi6 0 + (clarki u gairdneri, 2ubpudos nem), (c) Yuacmox 2,
go3pacm pwi6 1 + (clarki + I neussecmuas unu eubpuonas peviba); (d) Yuacmox 3, éozpacm pwio 1+
(moavko clarki); (e) Yuacmox 3, 6o3pacm poio 0+ (clarki + 6ovuioe yucio npeonoroicumenbHbix
eubpuoos) (Ilo Campton, Utter, 1985).

Fig. 10.2.3. Hybrid index scores for two sympatric species of trout, steelhead trout (anadromous
Saimo gairdneri) and coastal cutthroat trout (Saimo clarki clarki), and their supposed hybrids from
three sample sites within a small stream.

Individuals with values of the index close to 1.0 or 0.0 expressed composite electrophoretic
phenotypes that have a high relative probability of occurring in S. gairdneri or S. clarki clarki,
respectively: (a) Site 1, age 0+ fish (gairdneri only), (b) site 2, age 0 + fish (clarki and gairdneri, no
hybrids), (c) site 2, age 1 + fish (clarki + 1 unknown or hybrid fish); (d) site 3, age 1+ fish (clarki
only); (e) site 3, age 0+ fish (clarki + a large number of suspected hybrids) (From Campton, Utter,
19835).

MomHoCTh MeTO/1a [Tt 0OHAPYKEHUS] THOPUAN3alUU Oy IET YBEIUYUBATHCS C YBEIIUICHUEM
KOJIMYECTBA JIOKYCOB, HCIOJIb3yeMBIX Ipu aHanuze (Campton, 1987). DTo nerko npoaeMoHCTpUPOBATh HA
yucneHHoM npumepe (Tabma. 10.2.1). Ecnau yacToTs! anbTepHATUBHBIX anjieneid (Hanpumep A; u A2) B
nokyce paBubl 0.8 u 0.2 B oxHoi monymsiiuu 1 0.2 u 0.8 — B APYTOii, TO BEPOSITHOCTH, YTO OCOOB OyeT
FeTePO3UTrOTHOM B K0 MOMYJISIIMK MPOCTO paBHa 2pg = 0.32. Ecnu nBe nmomymasiuu CKpelnBarTCs,
TO YacTOTa TeTEPO3UTOT cpeu MoToMKOB F Oyzer 0.68, uto Tonbko B 2.1 pasa BbIlIe 0KUIaEMON
YaCcTOTHI TETEPO3UTOT B KAXKIOW U3 JABYX POIAUTEIbCKHUX MOnyJsiimid. C yBeTHUCHHEM YHCIIa
TUCKPUMHUHHPYIOIIUX JIOKYCOB 3TO COOTHOIIIEHUE pacTeT. Hampumep, A 4eThIpex JIOKyCOB YacTOTa
TETPAIIOKYCHBIX TeTepO3UTOT cpean rudopunoB F yxxe 6osee ueM B 20 pa3 BbIIE 0KUIAEMBIX 3HAUCHUI
JUTSI TETEPO3UTOT B pOAUTENbCKUX momyisinusax (Tadm. 10.2.1). Ota mponopims Bo3pacrtaeT 10 92.1 mus
IIECTH TUCKPUMUHHUPYIOIIUX JOKYCOB.
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Tabnuua 10.2.1. BepoaTHOCTb 0COBU BbITb rETEPO3UTOTHON OAHOBPEMEHHO MO LIECTU FIOKycam
npy Hann4MM 1-6 ANCKPUMUHUPYHOLLMX JTOKYCOB B KaXaon U3 ABYX poauTenbckmx nonynauum (P) n cpegm
F1 rmépugos (Py), rae yacTtoTbl anbTepHaTMBHbIX annenen pasHol 0.8 1 0.2 B ogHoun nonynaumm n 0.2 n
0.8, - B apyroi. BeposTHocTH Bblumcnsnuce kak P = [2(0.8)(0.2)|L ana poautensckoi nonymnauum n Kak
Ph = [(0.8)(0.8) + (0.2)(0.2)]L — ans rm6puaos F4, raoe L - yncno nokycos. STv BbipaKeHUs npeanonararoT
Hannune paBHOBECUS MO CLENNEHNIO MeXay BCeMM NTOKycaMu 1 cobnogeHns cooTHowweHns X-B B
Kaxkgon pogutensckon nonynaumm (Mo Campton, 1987)

Table 10.2.1. Probability of an individual being heterozygous simultaneously at one to six
distinguishing loci in each of two parental populations (P) and among F4 hybrids (Py), where the
frequencies of alternate alleles at each locus are 0.8 and 0.2 in one population and 0.2 and 0.8, in the
other. The probabilities were calculated as P = [2(0.8)(0.2)]L for the parental populations and as Py, =
[(0.8)(0.8) + (0.2)(0.2)]L for the F; hybrids, where L = number of loci. These expressions assume gametic
equilibrium between all loci and Hardy-Weinberg genotypic proportions in each parental population (From
Campton, 1987)

Honynsimus YucJ10 IMCKPUMHHHMPYOUIUX JIOKYCOB
1 2 3 4 5 6
Ponurenu (P) 0.3200 0.1024 0.0328 0.0105 0.0034 0.0011
F; rubpuast (Pn) 0.6800 0.4624 0.3144 0.2138 0.1454 0.0989
P./P 2.13 4.52 9.60 204 433 92.1

OpnnHako Jaxke ¢ 4eThIpbMs JUCKPUMUHHUPYIOIIMMHU JIOKYCaMHU OKUJaeMas 4acTOTa TETPATOKYCHBIX
TeTepO3UTOT BHYTPH Kaxk10i U3 poautenbckux nomyisuuii B Tabmn. 10.2.1 susiercs Boime, yem 1%.
CoOTBETCTBEHHO, KaK OTMEUEHO BBIIIIE, 0COOM HE MOTYT OBITh HECOMHEHHO Pa3IMYMMbIMH KaK THOPHIBL,
€CJIM JIB€ POAUTEIHCKUE TIOMYJISIIIMYA WM BUJIa HE UMEIOT MOJIHON (PMKCAIMH aJIbTEPHATUBHBIX ajliesei mno
OJTHOMY MJIH 00Jiee JJOKYCOB.

[IpenmymiecTBO HHAEKCHOTO METO/1a COCTOUT B TOM, YTO 3HAUEHUS MOTYT OBITh PACCUUTAHBI JJIS
KaXJI0H OTJIEIbHOM 0cO0H, 1aXKe €ClIM B TaHHBIX UMEIOTCS MPOITYIICHHbIE 3HAYSHUS IO OJTHOMY HJIH
00JbIIEMY YKCTY JO0KycoB. OCHOBHOM HEJJOCTATOK METOA COCTOUT B TOM, UTO OH TpeOyeT anpuopHOi
OLIEHKU TPOQUIIS YaCTOT aJuIeen Al KaXKI0W U3 ABYX POJUTEIbCKUX MOMYJISIMNA WM TaKCOHOB. YTOOBI
MPEOAOJETh 3TU 3aTPYAHEHUSI, MOKHO OLIEHUBATh BEPOATHOCTb TMOPUAM3AINY 110 CEPUU JABYMEPHBIX
rpauKOB 110 ITaBHBIM KOMIIOHEHTaM. B 1aHHOM cilyyae, Kak U BbIIIe, MHOTOMEPHBIH MOIX0/1 UMEET
IPEUMYILECTBO.

MuTtoxonapuajabHas u saepHas JJHK kak Mapkepbl reHOTHIIOB

Hcnonp30BaHue pecTpUKTa3 AJis ONpeesieHus: noaumMopdr3Ma HyKJICOTUIHBIX CaiTOB
mutoxoHapransHbix JTHK (MT/IHK) wmm snepubix JITHK (s/IHK) naet psig npyrux MeTonoB
MapKUpPOBaHUS T€HOB M MX aJUICIbHOW W3MEHUYMBOCTH B MPUPOIHBIX mommysaiusax (cm. ['masa 13).
Mt/IHK nacnenytorcs no MaTepUHCKOM JIMHUM U MIOATOMY JJAIOT BaXKHOE CPEICTBO UCCIEAOBAHUS
TUOpUAM3AIIIH, TIOCPEICTBOM KOTOPOTO MOXHO OTIMYUTH B F| TEHOMBI pOIUTENBCKUX MOMYJISILIMHA UITH
BUJIOB, €CJIM OHM ObUIM oXxapaktepu3zoBanbl o MT/JHK.

Uccnenoanue renorumnos mo MmT/IHK, B komOunanuu ¢ s/IHK mapkepamu, nin hpepMeHTHBIMU
JIOKYCaMH, MOXET MO3BOJIUTH onpeaenuts natporpeccuto MTIHK oT ogHOro BUsa B simepHOe OKpyKeHUE
JPYroro BUJa, €Ciau rTuOpUIbl U X NOTOMCTBO (pepTHiibHO. Takas HHTPOrpecCuBHAs THOPUAN3ALIHS
TpeOyeT YyCIEeIHOCTH BO3BPATHBIX CKPEIIMBAHUI TPEIKOBON TMOPUIHON CAaMKHU C CaMIIAMH
POIUTENBCKUX BUJIOB WJIM APYTUX TAKCOHOB. DTa UHTpOrpeccusi OyeT He3aBUCUMOMN OT
PEKOMOMHALIMOHHBIX M CErPeraliMOHHBIX COOBITUH, peaTu3yIoIUXCcs B IEPHOM T'€HOME, €CIH He
BOBJICUEH €CTECTBEHHBIN O0TOOD, HAIIPABJICHHBIN Ha MOJEpKAHHUE SIIEPHO-IUTOIIIa3MAaTHIECKON
coBmectumoctH (Takahata, Slatkin, 1984; Nei, 1987). Bonbmioe uncno npumepos uatporpeccunt Mt IHK
(cM. HUKE) MOKA3bIBAIOT, UTO TAaKOH 0TOOp, €CIIU OH U €CTh B MPUHIIUIIE, TO B IPUPOJIE BCTPEUAETCs HE
yacto. Takum oOpa3oM, HaTMUKe MpUMepoB obmananus «ayxxepoanoit» MT/IHK y ocobelt npupoaHbix
BUJIOB, UICHTU(QUIIMPOBAHHBIM APYTUMU METOJIaMHU, MOXKET SIBIIATHCA JJOKA3aTEIbCTBOM THOPHUIN3ALINN
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OJIN3KO POJICTBEHHBIX BUIOB (TakcoHOB). Takast mexxBuoBas nepeaada MT/JHK oOHapyskeHa 11 BUIOB
ponoB Drosophila, Mus n Rana (Powell, 1983; Ferris et al., 1983; Spolsky, Uzzell, 1984; Yonekawa et
al., 1984; 2000).

SAnepusie IHK Taxke qaroT cTporue AoKa3aTelbCTBA HAIUYUS THOPUIOB Y OPTaHU3MOB,
oburtarommx B MOpckoit cpene (puc. 10.2.4).

oot Puc. 10.2.4. Pe3yrnemamul ananuza 2eHOmunos mpex
61008 muoutl pooa Mytilus nocpeocmeom I1L[P
HeNnosmopawe20cs pecuota 2eHa Kieaue2o beika
ouccyca. Ml - cmanoapmusiii maprep, 100-mnH.,
M2, pUCI19 JTHK obpabomanuas pecmpukma3zou
Hpall, (a): 1-3, M. galloprovincialis (@panyus), 4-
6, M. galloprovincialis (ocmpogok @anvuiussiil,
sanue [lempa Benukoeo, Anonckoe mope); 7-10, M.
PUCTS/Hpall trossulus (ocmposox @anvuwussiti); 11-13, M. edulis
(ocmpog ['enveonano, I'epmanus), (b): 1-6, M.
galloprovincialis (ocmposok @anvuussiii), 7-12, M.
trossulus (6yxma Ilpuboiinas, 3anue Bocmok, 3aius
Ilempa Benuxoeo, Anonckoe mope) (nyuxu 10 u 12,
aubpuowl), (c): 1-6, M. trossulus (byxma
Ipubounas); 7-13, konrekmop 6 3anuse Bocmox
(nyuku 5, 6, 9, 10 u 13, eubpuowt) (Ilo Cxypuxuna,
Kapmasyes u op., 2001).

Fig. 10.2.4. Results of analysis of genotypes
of three species belonging to the genus Mytilus by
means of PCR of the nonrepetitive region of the
adhesive protein of bissus. Ml, a 100-kb standard
marker, M2, pUC19 DNA digested by the Hpall
restriction endonuclease, (a): 1-3, M.
galloprovincialis (France); 4-6, M. galloprovincialis
(Ostrovok Fal'shivyi, Peter the Great Bay),; 7-10, M.
trossulus (Ostrovok Fal'shivyi); 11-13, M. edulis
(Helgoland Island, Germany), (b): 1-6, M.
galloprovincialis (Ostrovok Fal'shivyi); 7-12, M.
trossulus Priboinaya Bay, the Vostok Bay) (lanes 10
and 12, hybrid forms), (c): 1-6, M. trossulus
(Priboinaya Bay); 7-13, the collector of the Vostok
Biological Station (lanes 5, 6, 9, 10, and 13, hybrid
forms) (From Skurikhina, Kartavtsev et al., 2001).

Hcnonp3oBanne MTIHK 1151 nccrieioBanus €CTECTBEHHOM TMOPUIN3AIMN Y PHIO U MOPCKHUX
0eCr03BOHOYHBIX HAYaTO ¢ cepenunbl 80-X rogoB npeasiayero Beka (Avise, Saunders, 1984; Avise et
al., 1983; 1984). OBuc u Cannepce (Avise, Saunders, 1984) ucnons3oBanu mt/IHK B coueranuu c
aJJI03UMaMU JIJIsl UCCIIEI0BAaHUS YacTOThl THOPUAN3AMY MEXAy 9 BUIaMU COJTHEUHBIX PHIO (Pof
Lepomis) n3 nByx mect obutanus Ha 1oro-Boctoke CIIIA. OcHOBHBIE UTOTH 3TOTO HCCIEAOBAHUS MOKHO
CYMMHpPOBATh B YETHIPEX MyHKTAaX.

1. I'nbpuan3anus TpOUCXOJUT C OTHOCUTENHFHO HU3KOM YacTOTOH, HO B HEe BOBJICUECHBI 5 U3 9
HCCJIETOBAaHHBIX BUJIOB.

2. He o6napyxeno uu MT/IHK, HI aJ17103MMHBIX TOKa3aTeIbCTB CYIIECTBOBAHUS HHTPOTPECCUU
TeHOB MEXAy Buaamu pona Lepomis; Bce THOPUABI OKa3aIMCh UCKIIOYUTENIBHO MOTOMCTBOM F.

200 bp
100 bp

190bp
147b
110/ 1bp
87bp

pUC1S/Hpall B
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3. Kaxxp1ii 0OHapy KeHHBII THOPHT IPEACTABISIET CKPEIMBAaHUE MKy Hanboee
pacnpoCTpaHEHHBIM U PEIKUM BUIOM.

4. B mect U3 ceMU BO3MOXKHBIX THOPUAHBIX KOMOMHAIMI CKpELMBaHUI MAaTEPUHCKUI POAUTETH
ObUT IPEJICTaBUTENIEM PEAKOr0 BUAA, Kak ObUI0 ycTaHoBieHO 1o renotunry MT/IHK. Ota ocobennocTs
Obl1a 00BSCHEHA KaK pe3ysIbTaT MHTEHCUBHON KOHKYPEHIIMHU CPEU CaMIIOB 3a IapTHEpPA 110 CIIAPUBAHUIO
U O0IIUM NTPOMHUCKYHUTETOM CAMOK.

Yucno npumepos ananmuza MT/IHK MoskeT OBITh Jierko yBenuaeHo. Mbl pacCMOTPUM HEKOTOPBIE
U3 HUX B pazaene 10.4.

10.3. TEHETUHMECKMUE UBMEHEHUA B TMBPUOHBLIX NONYNALUAX

YcranoBneHue (pakToB €CTECTBEHHOW r'MOpUau3aiy TpeOyeT NPOBECHUS HIKCIIEPUMEHTAIBHOTO
¥ CTaTHCTUYECKOTO aHaIM3a 0coOeid u3 mpupoasl. Jlo mpoBeneH s SKCIIEPUMEHTOB M CTATHCTUYECKOTO
aHaJu3a Mccie10BaTeNt, Kak IpaBuio, He 3HAIOT, UMesa MecTo rudpuau3anus uian Het. Haubosnee
IPOCTHIM SIBIISICTCS CITy4all MCCIIeOBAHUS OJTHOW CBOOOTHO CKPEIIHBAIOIIEHCS MOIYJISLNH, C
OTCYTCTBHEM B IIPOIIJIOM THOPUAU3ALINHN, UM CMEIICHUS MPEICTaBUTENEH IBYX TAKCOHOB, U C
HEeOOJIBIIIMM YHCIIOM BeTpeuatommxcst ruopunos Fi. [[pyrue u Gomnee ci10KHbBIE CUTYaAIUH BITOJTHE
BO3MOXHBI B pupoe. Ecnu rubpuausanus u uHTporpeccus oOHapyskeHbl, TO HEOOXOMMO OLIEHUTH,
KaKOBO WX HaIpaBJICHHUE M HACKOJIBKO YaCTO MPOUCXOMISAT 3TH COOBITHS. B maHHOM pazzerne Mbl
03HAKOMHUMCSI ¢ HEKOTOPBIMU TE€OPETUUYECKUMHU MOAEISIMHU IMOIMYJIALIMOHHONW T€HETHUKH, KOTOPbIE MOTYT
0Ka3aThCs MOJIE3HBIMU JIJISl PA3IMYCHUS CITydaeB THOPUAN3AIINN.

OTkJI0HeHus! 0T cooTHOIeHus1 Xapau-BaiinOepra

[IepBBIM STaoM MpH aHANK3€E YaCTOT AJJIeIICH SBISETCS OIIEHKA UX OJTHOPOJHOCTH, KOTOpast
MO3BOJISIET C/IEIaTh NpeABapUTEIbHOE 3aKII0UEHIE, UMEEM JIM MBI JeJI0 C BBIOOPKON U3 OJJHOM
nonyJisinuu (cM. ['naBa 9). Enunas, cBOO0OIHO CKpENTUBAOIIASICS TOMYJISIUS JOJDKHA MTPOSIBIISITH IO
KaXJI0My JIOKycy cooTHoueHus: X-B. C apyroii cTOpoHbI, CMeCh IBYX HE CKPEIIHMBAIOLINXCS MOMYISIUN
C pa3IMYHBIMHU YaCTOTAMH aJlJIeNIeH TOJHKHA 1aBaTh Ne(DUIIUT reTepO3UTOT (M M30BITOK TOMO3HTOT) TI0
CPaBHEHMIO C COOTHOIIECHUSIMH, O’)KUAaeMbIMU U3 paBHOBecusl X-B. Takum oO6pa3om, BeisBIeHHE YpdeKTa
Banynpa siBnsieTcs riiaBHBIM HHCTPYMEHTOM JUTSL OTIPE/ICTICHUS HATMYXS THOPUIM3AIY B MOHOJIOKYCHBIX
ciydasx (cMm. ['maBa 9). EcTb HeckobpKko cieniuaibHbIX (POPMYJI ISl CUTYaALUH, IPECTaBIIIOIEH
HaJIM4Yue BYyX MOMyJIsALuUH, KoTopble popmupyrot rudpunos (Campton, 1987).

311ech He Bce Tak MPOCTO, KaK XOTeNoCh Obl. B 4acTHOCTH, Kak ObUIO OTMEUEHO B JIBYX
npeapaymux [1aBax, AMHaAMUKA 9acTOT ajuIesiel 3a9acTy0 MMEET KOMIUIEKCHYIO TIPHPOJTY, C YIaCTHEM
4yeTbIpex (PaKTOPOB U €CTECTBEHHOT'O 0TOOPA, Kak 0JHOro ux HUX. COOTBETCTBEHHO, 3¢ dekT Banynna
MOJET OBITh BBI3BAaH HE MMOJIPA3/ICICHHOCTHIO Ha JIBE PEMPOAYKTUBHBIE TPYIIIBI (MM OOJIbIIIEE X YUCIIO),
a tudepeHupyoIuM BiIussHueM oT0opa. Hanpumep, ObuT onucad citydail THOpUAN3ALUN MEXKIY
JBYMSI HOMUHAJIBHBIMU BUIaMu pbI0 pona Notropis (Cyprinidae) (Dowling, Moore, 1984). ABTops!
(Dowling, Moore, 1984) cuuTatot, 4To 3TH JaHHbIe TpeOyOT npu3Hanus N. cornutus u N. chrysocephalus
KaK CaMOCTOSITEJIbHBIX BHJIOB, & HE MTOJIBUAOB, IIOCKOJIBKY «THOPUAM3ANNS MEXIY TIOJBUIaMH JTOJDKHA
JlaBaTh paBHOBECHbIE X-B reHoTHnuYecKre 4acToThl, TOrJa Kak THOpUAN3aLus MeXIy BUAAMU 1acT
3HAYUTEIBHBIA JEeQHUIUT TeTEePO3UTOT, JINOO 32 CUET ACCOPTATUBHOTO CKPEIIUBAHUS (TIPEKOIY ISIIIMOHHAS
U30JISIIHS ), TUOO0 0TOOpa MPOTUB THOPHUIOB (MOCT-KOMYJISIIIMOHHAS U30JIA1KA)». B mocnenyromem
HCCIICIOBAaHUH aBTOPAM yIAJIOCh IMOKA3aTh, YTO AS()UIUT TE€TEPO3UTOT CBSI3aH C €CTECTBEHHBIM 0TOOpM
MPOTUB TUOPHIOB, a HE C ACCOPTATUBHOCTHIO cKpemuBanuii (Dowling, Moore, 1985). Mbl 3HaeM
(JIexumu 8-9), 9TO HE TONBKO MOABHIBI, HO H PA3IMYHBIC IEMBI JAOT Te(UIIUT Te€TEPO3UTOT BCIICACTBHE
s¢dexra Banynna u, nosTomy, SICHO, YTO 37leCh HEOOXOIMMO JalibHelIlIee yCOBEpIICHCTBOBAaHHUE
UHTEPIPETALNN JTaHHBIX.
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HepaBHoBecue no cuenjieHuIo

HepaBHoBecue no cuensieHuIo (MM raMeTUYECKOE HEPABHOBECHE) OTHOCUTCS K HE CIy4yaitHOU
accoIMaIy ajuieiel (TraMeT) MeXIy pa3IndHbIMH JIOKYCaMU JUIUIOUIHOTO TeHoMa. meeTcst oOmmpHast
JUTEepaTypa, B KOTOPOI OMUCKHIBAIOTCS YCIOBHS, HEOOXOIUMBIE I CO3AAHUS U TTOICPIKAHUS
HepaBHOBecus 1o cueruieanto (Hedrick et al., 1978; XXusorosckwii, 1984; Hartl, Clarke, 1989).
[Tonpa3aeneHHOCTh MOMYJISIIMN Ha HECKOJIBKO CyOMOMyJ SN, TaKKe KaK CKPEIUBAHUE IBYX WU
OOJIBIIIEr0 YUCIIa paHee N30JUPOBAHHBIX TAKCOHOB WIIH TOIYJISIIIUH, SIBJSETCS BO3MOXKHBIM MEXaHU3MOM
co3maHus HepaBHOBecus 1o cuereHuo (Lewontin, 1974; Ohta, 1982; XKuBotoBckuii, 1984).
Teopernueckast OlIEHKa HEPABHOBECHS IO CIICTUICHHUIO TTO3TOMY SIBJISIETCS CYIIECTBEHHOM /IJIs1 MOHUMAHUS
TUHAMHUKY THOpUIN3alnU U HHTporpeccud. [lomymsiiust HaxoIUTCs B paBHOBECHUH 10 CIETNICHUIO, €CIIU
YaCTOTHI TAMET, HECYITUX AJIJIEJIH JIBYX WJIM OOJIBIIIETO YKCIa JIOKYCOB SIBIISTFOTCSI PABHBIMHU
MPOU3BEICHUIO COOTBETCTBYIOIINX YaCTOT aJlIesei.

JlaBaiiTe pacCMOTPUM J1Ba AUAJLIENIBHBIX JIOKyca. Ecinu p; ¥ p, — 3TO 4acTOThl ABYX ajuieneh (Al u
A2) no ogHOMY JIOKYCY, a ¢; U ¢, — 4acTOThI ABYX aenei (B1 u B2) no Bropomy J10Kycy, TO TOraa
raMeTHYECKOE PaBHOBECUE JTOCTUIaeTCs B MOMYJIALUU, €CIU X, = p,q;, X1, = P42 X5 = poq, 0 X, =
D29 TAE Xjj — 3TO 4acTOTa raMeT B TOMYJISALMH, KOTOPbIE HeCyT aienu Aj u Bj. Eciu annenn mexny
Pa3IMYHBIMU JIOKYCaMH aCCOLMUPOBAHBI HE CITy4aiHO (TO €CTh, Xjj # pigj), TOTIa MOYKHO MOKa3aTh, 4TO
X =Pt DXp=pg,—D X5 =pq;—D Xy, =pyq, + D. (10.2)
3neck D n3aMepseT BeMYUHY MEXIIOKYCHOW acCOIMaluy MeX 1y ajutensimu BHyTpH ramet (Hedrick,
1983). D onpexnenseTcs HEPaBHOBECUEM 110 CLICIUICHUIO U 3a1aeTcd kak D = X[ ] —p,q, 14
nByxsoKycHoM cuctemsl (Lewontin, Kojima, 1960). [loxcrasnsas X717 + X2 Bmecro p, u X7 + X21
BMECTO ¢, B IPEIBIAYIIEM ONpeeleHud D, MOXKHO 3aIKcaTh
D = (X;; X;5) — (X1, X5))- (10.3)

Takum o0pa3om, BeIHUMHA HEPABHOBECHS TI0 CHEIUICHUIO MEXAY ABYMSI TIOKYCaMU SIBIISIETCS
MIPOCTO PA3HUIIEH MEXKIY MPOU3BEICHUEM raMETUUECKUX YaCTOT B IIUC-TIOJI0KEHUH (T.€., 4ACTOTAMHU
A]B] v A2B2) v npou3BeIeHNEM TaMEeTUIECKUX YacTOT B TPAHC-TIOJIOXKEHUH (T.€., 9actotamu 4 /B2 u
A2B]). lnpiMu ciioBaMu, BenuuHa D U3MepseT OTKIIOHEHHE YacTOT HeallIeIbHBIX T€HOB OT
HE3aBUCUMOTO pacnpeneneHusi. HepaBHoBecre 1Mo CIIETUICHHIO MOXKET OBITh ONPECIICHO, ECTECTBEHHO,
JUTst OOJIBIIIETO YKCIIa TOKYCOB, HO 3TH BhIpaxkeHus 6osee cinoxubl (Bennett, 1954; Crow, Kimura, 1970,
p. 50) 1 HaxXoAATCS BHE 3a/1a4 JAHHOM JICKITHH.

BenuunHa BO3MOXKHBIX 3HaU€HUH D 3aBUCUT OT YacTOT ajuiesieil mo o0ouM JIOKycaM B
paccmaTpuBaeMoil nonyssauuu. Mcexons u3 Beipaxkenus (10.3) MoxHO paccuuTarhb, 4To D 10CTUraeT
MakcuManibHOTO 3HaueHus 0.25, ecnu X77 = X22 = 0.5 (X]2 = X2] = 0), a MUHUMAaJIbHOTO 3Ha4YeHUs D =
-0.25, ecmu X172 = X271 = 0.5 (X771 = X22 = (). OTn MakcUMaJIbHbIC 1 MUHUMAJIbHBIC 3HaUeHUs D
JIOCTUTAOTCS TOJIBKO, KOT'JIa YaCTOThI aJIJIeNICH 110 BCEM JIOKYCaM PaBHBL, T.€., €CIIU P, = ¢; =P, = ¢, =
0.5. TTorToMy abcomoTHOE 3HaUYeHUE D TOCTATOYHO TPYAHO HHTEPIPETUPOBATH, OCOOCHHO KOTa
CPaBHHMBAIOTCS HECKOJIBKO 3HaueHui D. [losTomy A1 u3MepeHusi HepaBHOBECHSI 110 CIETNICHUIO
npeioxkeHa 6onee moaxosmias cratuctuka D’ = D/Dmax (Lewontin, 1964; 1974). 3nece Dmax — 310
MaKCUMaJIbHOE a0COIOTHOE 3HaYeHUe D i1 KOHKpeTHOro Habopa vactoT ayeneit (Hedrick, 1983).
3navenue D' Bappupyer B nuanazone ot -1.0 1o +1.0 u npexacraBnser co60it OTHOCUTETBHYIO MEPY
HeCJy4yallHOM accolMaluy ajulesiell pa3anyHbIX JIOKYCOB. OnpeeneHbl U Apyrue BapruaHThl OLICHKH
HepaBHoBecus (Weir, 1979). B kauecTBe Mepbl HEpaBHOBECHSI 110 CLIETUICHUIO MOXKHO BBECTH
koa(dpurmeHT Koppensaiuu R, HopMupoBaB D Ha KOBapHaluio (MIPOU3BEACHHUE) YACTOT aJIJICIICH:
R=V[D/(p,q;*p; 4] (10.4)

Ecim npunats 3Hauenue 1 mia A n B, a taxoke 0 11 42 v B2. R TaxKe MOXKET IPUHUMATh 3HAYEHUS B
nuanasoHe oT -1.0 no +1.0 npu paBeHcTBe YacTOT ajteneut (p; = p, u q; = q,). s pacuetos O6onee
npueMJIeM BapuaHT olieHkH D, mpemioxeHHbiit Betipom (Weir, 1979), mo3Bonsomuil HCIOIb30BaTh
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(aKkTHYECKUE YaCTOThI TEHOTUIIOB ¥ UMEIOIINN pa3paOOTaHHbIN CTaTUCTUYECKUM KPUTEPHUI 3HAUMMOCTH
OTKJIOHEHH OT paBHOBecusi (JKuBotoBckuit, 1991, ¢.120).

PaBHOBecue 1515 ABYX JIOKyCOB HE YCTaHABIMBAETCS B IEPBOM MOKOJIEHUU KaK B Cllydae OJIHOTO
nokyca. OHO JOCTUTAETCs TOCTETIEHHO BO BPEMEHH, TaK YTO MOCTE ¢ OKOJICHUN
D¢ = (1-r)t * D). (10.5)

r - KoopduuueHT pekoMOMHaNHU, D) — HEpaBHOBECHE B HYJIEBOM MTOKOJICHUU.

/lna mecno cuyenienHvlx 10Kycoe (m.e., r << 1/2), nepagnosecue moicem cyuiecmeosams
nOYmMU HEOZPAHUYUEHHO 00]120, 0COOEHHO 8 MANBIX NONYJIAUUAX, 20€ PeKOMOuUHayus oyoem
KOHmMpPOANancuposamsca ceHemuueckKum opeigom.

Beimie Ob1TH paccMOTpPEHBI TEOPETUIECKUE aCTIEKThI OIIEHKHA HEPAaBHOBECHS TI0 CIICTIICHUIO.
OpHako OIleHKa 3TOro HEPaBHOBECHS Ha MPAKTUKE B MPUPOAHBIX MOMYJISIUAX 0a3upyeTcs Ha BRIOOpKax
ocobeil (He ramer). B aToM ciiyyae raMeTu4ecKie reHOTUIIbI 0OBIYHO MPSIMO HE OOHApPYKUBAIOTCS, a
OTIPENIeNIAIOTCS UCXO0/IS U3 MX JTUIUIOMIHBIX reHoTUNnoB. Hampumep, ocobeit renotuna 474 B B2 MOXHO
WHTEPIPETUPOBATH, KaK oObeauHenue rameT A /B] u A ]B2. Tlo 3Toil cxeMe raMeTH4eCKrUe TeHOTHITBI
MOTYT OBbITh BBIBEJICHBI IO 0COOSIM, KOTOPBIE TOMO3UIOTHBI IO OJTHOMY WJIH 000MM JoKycaM. O1HaKo
raMeTHYecKre TeHOTHUIIbI HEeJIb3s1 BBIBECTHU IO IBOITHBIM I'€TEPO3UTr0TaM, MOCKOJIbKY raMeTndeckas ¢aza
He n3BecTHa. Tak, paznmuenue A /B [/A2B2 v A]B2/A2B] B HOpMe BO3MOKHO JIUIIb B TUTAHUPYEMBIX
CKpeIIMBaHUAX. BOT moueMy HepaBHOBECHE IO CICTICHUIO HE MOXKET ObITh TOUHO PACCUUTAHO IS
IPUPOIHBIX NOMYJISIMHA JUIUIOUAHBIX OpraHU3MOB. TeM He MeHee, PETI0KEHO HECKOJIBKO METOI0B
OILICHKH HEPaBHOBECHSI MO CIETUICHUIO I IPUPOJHBIX BUOB, KOT/Ia TBOMHBIE T€TEPO3UTOTHI IBYX TUIIOB
HE MOTYT OBITh paznuuuMbl. Hanbosee u3BeCTHBI M3 HUX METOJI MaKCUMaIbHOTO TipaBaonogoous (MMIT;
Hill, 1974) u coctaBHoii Mmeton bappoy (Burrow) (Weir, 1979). Bo Bropom metozne D pa3buBaeTcs Ha ABa
koMrioHeHTa (D = DWW + DB) u 00bIYHO BeChbMa XOPOIIUE PE3yJIbTaThl JOCTUTAIOTCS B TIOMIATrOBOM
nporeaype. Metoauka ornieHku D ucxoHO Oblia mpeuiokeHa Heckonbko panbine (Cockerham, Weir,
1977). [lpumep, KOTOPBI WILTIOCTPUPYET Uctonb3oBanne MMII u cocTaBHOTO MeTO/Ia MPHU OIICHKE
HEpaBHOBECHS MO CLETUIeHHIO npuBeAeH B Taoum. 10.3.1.

Tabnuua 10.3.1. OueHkn HepaBHOBECUS MO CLENSIEHNIO HA OCHOBE MeToAda MakCUMaribHOro
npasgononobus (Hill, 1974) n coctasHoro metoga bappoy (Weir, 1979) ana noTeHuManbHbIX
rMbpraoB CTanbHOronoBoro nococs (Saimo gairdneri) n npnbpexHoro nococs Knapka
(S. clarki clarki) (Mo Campton, 1987)

Table 10.3.1. Estimates of linkage disequilibrium using Hill's (1974) maximum likelihood method
and Burrows's composite measure (Weir, 1979) for suspected hybrids of steelhead trout (Saimo
gairdneri) and coastal cutthroat trout (S. clarki clarki). The statistic R is the estimated correlation
between alleles, and X2 is the goodness of fit statistic (X2 = NR2) with d.f.=1 for testing Ho: D =
0 (MLE) or D +DB = 0 (Weir, 1979). The data and estimates are for the same fish as shown in
Fig. 9.2.2,e in Campton and Utter (1985) (From Campton, 1987)

Jlokychl MaxkcumanabHOe paBao0noaooue \ CocTaBHOI1 MeTO
D R X’ D+ Dyg R X’
GLD-1, ME-4 0.105 0.427 16.79%%* 0.026 0.239 5.26%
GLD-1, SDH-1 0.037 0.161 2.29 0.033 0.229 4.69*
ME-4, SDH-1 0.049 0.218 3.93% 0.062 0.248 5.09%

[Tpumeuanue. R — 3TO OLEHKA KOPPENSALMH MEXK/LY aluIensMu, X2 — XH-KBaJIpaT OLEHKA COOTBETCTBHS C
OKHIaeMbIMHK 3HaueHuaMHu (X2 = NR2) ¢ d.f. = 1 qnsa tectuposanus Ho: D = (0 (MMII) umu D +DB = 0 (Weir,

1979). [IpuBeneHbI JaHHBIC U OLICHKH IS TEX K€ CaMbIX pbIO, uTo Ha puc. 10.2.3,e. 3Hauumocts: * P < 0.05, *** P
<0.001

OueHnBaHue NPONOPUMH B CMeCH
['uGpuaHbIe MOMYIISAINT, KOTOPBIE MPOIILIN J1ajiee TOKOIeHUs F| ¢ HeOOMbIINM COKpamieHHeM
MPHUCTIOCOOICHHOCTH (KU3HECTIOCOOHOCTH WM TUIOJOBUTOCTH) YaCTO MPEACTABISIOT OO0
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TeHETUYECKHE WU TOMYJSIIIMOHHBIE CMecH. B moHnMaHue cMec 371ech BXOJUT 00pa30BaHUE HOBBIX
TeHOTUITUYECKIX KOMOMHAIINN Yepe3 pekoMOuHaiuio. BriepBeie Takoe moHUMaHuE ObUIO YIIOTPEOIeHO
IIPY OITMCAaHHUU CKPEUIMBAHUN MEXKIY pacaMH 4eJIOBEeKa, MOCIEIOBABIIEE MTOCIIE YCTAHOBICHUS
BTOPHYHOTO KOHTaKTa B 3anasHoM noiymapuu (Glass, Li, 1953; Glass, 1955). MHorue nomyasnuu
yenoBeka B CeBepHoit u FOxxHOM AMepuke B ACHCTBUTEIHLHOCTH MPEACTABISIOT COO0M TeHETHYECKUE
CMecH JIByX uUiu Ooiee pac, panee Haxoausiuuxcs B u3onsiuuu (Cavalli-Sforza, Bodmer, 1971). Ecnu
ruOpuau3aIys Oblia yCTaHOBIIEHA, M €CIM MOKHO CETIaTh 3aKII0YCHUE, YTO BOSHHUKIIA eIMHasi CBOOOIHO
CKPEIIMUBAOIIAsACS MOMYJISAIMS, TO TOT/Ia BOZHUKAET HEOOXOJUMOCTh OIIEHUTh MTPOMOPIIMOHANLHBIN BKJIA]T
POIUTENBCKUX TAKCOHOB HMJIU TMOMYJIANNN B TeHETHYECKYI0 cMech (Campton, Johnston, 1985).

Ecnu rubpuansaius ocymecTBIsieTcs B TeYCHHE HECKOIbKUX MMOKOJICHUI B OJTHOM HaIlpaBJICHUU,
TaK, YTO THOPUIHAS MOMYJISAUS POPMUPYETCS KXKIA0E TIOKOJICHHUE 3a CUET JIOJIU /71 OTHOU U3
POIUTENBCKHUX MOMYJISIIHMA (CKaXeM MOMYJIALUU 2) U T0JIU, paBHOH 1 - m TUOpUIHON TOMYISIHH
IPEJBITYIIEro MOKOJEHUS, TO TOT/Ia 0’KUJaeMasi 4acToTa ajiessl B THOpUIHON (CMEIIaHHOM) MOy JISILUU
B [IOKOJICHUH #/p;,(¢)] 3anaercs BeipakenueM (Campton, 1987):

Pyt)=(1-m)tp; + [1 - m)!] p,. EClti { U3BECTHO, TO MOKHO OLEHUTD /1, CPEIHIO0 CKOPOCTh CMEILEHUs

Ha TIOKOJICHHE, KaK JI0JI0

m=1-[(Py)-p)/ (p,-pH/1. (10.7)
Ota 1011 MOXKET PacCMaTpPUBAThCs Kak IIPOCTast OJHOHAIPABICHHAs MOJIeNIb Murpauuy, rae P,(0) = p,.
[IpuHNMNManpHas cXeMa U3MEHEHUS YaCcTOThI aJlJieNis BCIEACTBHE MUTPAIIMU U YHCIICHHBIN puMep ObLITU
nanbl B ['maBax 8-9. Beipaxenue (10.7) ucxoaur u3 paHHeil oneHkr AMHAMUKHU cMmeteHus pac B CILIA
(Glass, Li, 1953), rae npeobianana MHTPOTpecCHsi TEHOB OT KaBKa3CKOW pachl K aMEPUKAHCKUM YEePHBIM
noceneHmam (Glass, 1955; Roberts, 1955; Saldana, 1957). Beipaxenwue (10.7) Takxke MOIXOANUT U JIIS
pazperieHusi mpobaeM ruOpUIU3alUH Y JHOOBIX IPYTHX KUBOTHBIX, BKIIOYas MOPCKUX OPTaHU3MOB,
MOCKOJIbKY OOBIYHAS TIPAKTHKA CO3JIAaHUS CTaJl Ha PHIOOBOHBIX 3aBOJaX (HAIpUMeEp, VIS THXOOKEAHCKUX
JI0COCEi) COCTOUT B MEPBOHAYATHHOM CKPEIIMBAHUU ABYX WM 0OJIee TOKANbHBIX MOMYJISAIHU, a TOTOM
MPOJOJKEHHE CKPEIIMBAHUI C IPYTOM MOMYJIAUUEH. AHAJOTHYHO, TOCTOSHHOE BBEICHUE IK30THUECKHUX
BUJIOB B HATUBHbIE OMOTOIBI IPYTUX BUIOB MMOJAHUMAET OJIM3KHE MPOOIeMbl, €CIIM MEXBHI0BbIE THOPUIBI
mwioxoBuTh (Busack, Gall, 1981).

Bripaxenue (10.7) (a Takxe 14 B Campton, 1987) naroT O1eHKH MPOMOPIHA B CMECH U3 JIBYX
MOITYJISIIMIA, OCHOBBIBAsICh Ha TAHHBIX TOJBKO IO OJJHOMY JIOKyCY. Ha camoM perne, kak mpaBuiio,
UMEIOTCS JaHHBIE JIJIs1 MHOTHX JIOKYCOB U BKJIaJ] B CMECh MOT'YT BHOCUTD 0OJiee YeM JIBE MOMYJISIUH.
Oncton (Elston, 1971) onuceiBaeT ¢ MOMOIIBIO METO/Ia MAKCUMAILHOTO MPaBAONOA00MS U METO/1a
HAaUMEHBIINX KBAJPAaTOB OLIEHKH MPOMOPLUNA B CMECAX JUIs MOAOOHBIX T€HEPATU30BaHHBIX CITy4aeB.
JleTanbHOE 03HAKOMJICHHE C ATHMH ITOIX0/IaMH JISKUT BHE 3a/1a4 JJAHHOM JIEKIIUHU, HO )KEIAIOIUE MOTYT
HaWTH HEOOXOJAMMBIC Pa3bICHEHHs B opuruHanbHoOU padote (Elston, 1971) (puc. 10.3.1).

Puc. 10.3.1. I'paghuuecrkoe npedcmasienue omuocumenbHO20
PACNONI0dCeHUs 08YX 2UNOMEMUYECKUX POOUMENbCKUX NONYIAYULL U
2UOPUOHOU NONYIAYUU 8 N-MEPHOM NPOCMPAHCIEE 8b10OPOK U
OYeHeHHbIX N0 Yyacmomam annenei. I ubpuonas nonynayus He
KOIUHeApHa ¢ pOOUMeIbCKUMU NONYAAYUAMU Bclledcmeue d¢hghexkma
ocHogameis, ceHemu4ecko2o opeliga, oumuoKy blOOPKU U,
B03MOJHCHO, ecmecmeeHno20 omboopa. B pesynemame oyenxu
nponopyull 8 cmecu, nonyienHvle u3 gvipascenus 14 (Campton,
1987), 6yoym eapvuposams 6 3a8UCUMOCIIU OM UCNOTIb3YEMbBIX
n0Kyco8. [Ipoexyuu 2ubpuoHol nonyiayuy no Memooy HaumMeHbUUX
keaopamos nHaxooamcs 6 mouke D. Ecnu I] u 12 aeraiomes onunamu

[MbpuaHasa nonynsaums ~ ™ B ompeskos AD u BD, coomeemcmeento, mo moz2dd oyeHKu no

Haumenbuum keaopamam 1] u 12 (nponopyuu cmeceti nonynsayuu 1 u
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2, coomsemcmeenno) pasuvl 12/ (1] +12) ul] /(1] + 12) (Ilo
Thompson, 1973).

Fig. 10.3.1. Graphical representation of the relative positions of two
hypothetical parental populations and a hybrid population in the n-
dimensional sample space of estimated allele frequencies. The hybrid
population is not collinear with parental populations because of
founder effects, genetic drift, sampling error, and possibly natural
selection. As a result, estimates of admixture proportions obtained by
equation 14 (Campton, 1987) will vary among loci. The least squares
estimate projects the hybrid population to point D. If ] and 12 are
the lengths of line segments AD and BD, respectively, then the least
squares estimates of ] and 12 (the admixture proportions of
populations 1 and 2, respectively) are 12/ (1] +12) and 1] /(1] + 12)
respectively (After Thompson, 1973).

10.4. SMNMUPUYECKUE UCCNEOOBAHUA TMBPUOHBIX 30H

[Tpu uccnenoBanny OOJBIIMX THOPUAHBIX 30H HAUOOJIEE MOJIE3HBIMU SBIISIOTCS MOJIEKYJIIPHBIC
MapKephbl, BKJIIOYas auI03UMHbIE JIOKYChI. [10 anno3uMam, B 4aCTHOCTH, OIMCAHA IUPOKas THOpUIHAS
30Ha MKy IBYMsS MOP(HOJOTHUYECKU PA3TMIHBIMU TTOABUAAMH YIIACTOTO OKYHS Lepomis macrochirus
macrochirus v L. m. purpurescens (Avise, Smith, 1974). DTu n1Ba moBHIa UMCIOT PA3TUIHBIC W ITOYTH
(UKCHpOBaHHBIC AJUIENHN 110 IBYM aJUTO3UMHBIM JIOKYCaM B 30HE MX aJUIONATPHU B FOTO-BOCTOYHBIX
paiionax CIIA. Kpome Toro, CymiecTByeT 30Ha TeHETHYECKOTO CMEIICHUSI B MECTE MEePEKPhIBAHUS

apeasnoB JIByX moaBunoB (puc. 10.4.1).
1
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Puc. 10.4.1. I'eoepaguueckoe pacnpedenenue
yacmom annenei N0 08yM AIOIUMHBIM JIOKYCaM
(Es-3 u Got-2) ons 08yx no08uoos yuacmozo
oxyHs, Lepomis macrochirus macrochirus u L. m.
purpurescens, 6 1020-60cmoynvix yuacmkax CLLA.
Ha xapme kpyoicku co cmeuannvimu ygemamu
(wumpuxoseka) 0603HaAUAIOM HAUYUE BbIAGNEHHBIX
eubpuoos (Ilo Avise, Smith, 1974).

Fig. 10.4.1. Geographic distributions of allele

©

Es-392
/ o
" DO 9%%0

frequencies at two allozyme loci (Es-3 and Got-2)
for two subspecies of bluegill sunflsh, Lepomis
macrochirus macrochirus and L. m. purpurescens,
in the southeastern United States. On the map
circles with mixed colors denote hybrids
o/ occurrence (From Avise, Smith, 1974).

CxoJHast 30Ha MEPEKPHIBAHUS U
ruOpUAM3aIi 00OHAPYKEHA B FOTO-BOCTOYHBIX
\ paiionax CIIA mexmy ceBepHbIM U (hJIOPHICKUM
MOJIBUIOM OOJIBIIEPOTOTO OKYHS, Micropterus

salmoides salmoides n M. s. floridanus (puc.
10.4.2). 'eorpadudeckoe pacrupeacsieHue 9acToT
aJieNiedt B 30He TMOPUAN3AIINY TSI OTHX JIBYX
pBIO nMeeT Ootbioe cXoACcTBO (cM. puc. 10.4.1 u
puc. 10.4.2).
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Puc. 10.4.2. I'eoepagpuueckoe
pacnpeoenerue uacmom auieneti no
noxycy IDH-B* ons 06yx noosuoos
oonvuepomozo oxkyus, Microplerus
salmoides salmoides u M. s. ftoridanus,
CLLIA (Tlo Phillipp et al., 1983).

Fig. 10.4.2. Geographic distribution of
allele frequencies at the IDH-B* locus for
two subspecies of largemouth bass,
Microplerus salmoides salmoides and M.
s. ftoridanus, in the United States (From
Phillip et al., 1983).

Ha ocHOBe TeHeTHKO-OMOXHUMHYECKUX JTAHHBIX TAK)KEe 0OHApYKEeHA 30HA OYCBHIIHON
UHTPOTPECCHH MEX]Ty HATHBHOM M MHTPOYIIMPOBAHHOM paaykHOi (opeibio B peke Skuma (Yakima
River) B mrare Bammarton (puc. 10.4.3). OBuc u Cmur (Avise, Smith, 1974) BeriBuny M
NPEIOI0KEHUE, YTO OCTPOBA 3eMJIH WK pedyruu, chopMupoBasimecs B TeucHue [1eHcTOIeHOBBIX
oJlleZicHeHHI B 10r0-BocTOUHBIX CIIA, M30IMpoBaiii IPECHOBOIHYO (hayHY B 3TOM PErHOHE BIUIOTH JIO
HACTYTUICHHSI BTOPUYHOTO KOHTAKTa B UCTOPUYECCKH HelaBHee BpeMs. Hamuune Takux ruOpHIHBIX 30H
uMeeT O0JIBIIIOe 3HAYCHHUE JIJIS SBOJTIOIMOHHO-TEHETHIECKUX PadOT, U UTOTH UX MCCIICIOBAHUN
oOcyxnanuch HeomgHoKkpaTtHO (Remington, 1968, Woodruff, 1973; Moore, 1977; Barton, 1979; 1983,
Barton, Hewitt, 1985).

DWORSHAK
1.0 ]
BWsnake
DESCUTES
KAL) TANEUM B mumatiiea
- - 's]wnux - Bwcces @
o Enu_ow. YHELAN
o
= [JYAKIMA (3)
Q ] yaKima(l)
O 0.8+
15
- @Rr860 @SKAMANIA
. @CcCoOWLITZ Key: W inland
@REST @®Coantal
O vekima
06 T T T T T T T T
1.0 0.8 0.8 0.4 0.¢
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Puc. 10.4.3. Yacmomuwl ocnosnoeo annens (100) no noxycam LDH-4%* u SOD* ¢ nonyasiyusix padysxchoil gpopenu
(Salmo gairdneri) ¢ [LImame Bawunemon. Pexa HAxuma (Yakima River) siensemcs 8axicHbiM NPUmMoKom pexku
Konymousa (Columbia River) socmounee 20pHo20 Kackaoa, HO padydicHas opeiv, Haceaanuds 3my pexy (mouxu
1, 2 u 3), a maxorce 08a pyuvs-npumoxa (Swauk u Taneum), nposiensem wacmomsl aineieil, NPOMeNCymoutbvle ¢
YACMOmMamuy 6 NONYIAYUAX OCHOBHOU MAMEPUKOBOT YACMU U UHMPOOYYeHmos 6 bepecoguvie yuacmku. RBGD u
RBST npedcmasnsitom 08e UCKycCmeeHHO 80CNPOU3BOOUMbLEe NONYIAYUU He AHA0OPOMHOU padyicHol gopenu (I1o
Campton, Johnston, 1985).

Fig. 10.4.3. Frequencies of the common (100) allele at the LDH-4* and SOD* loci for populations of rainbow
trout (Salrno gairdneri) in Washington state. The Yakima River is a major tributary of the Columbia River east of
the Cascade Mountains, but rainbow trout inhabiting this river (sites 1, 2, and 3) and two tributary creeks (Swauk
and Taneum) expressed allele frequencies intermediate to those for other inland populations and those for
introduced coastal populations. RBGD and RBST represent two hatchery populations of nonanadromous rainbow
trout (From Campton, Johnston, 1985).
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BrieqatssiromumMu SIBISIFOTCS pe3yJIbTaThl HCCIIEIOBAHNUS CBEPUKOB Allonemobius fasciatus u A.
socius, OOHapy>KUBILUM 10 MHOTUM JIOKycaM Kak 3¢ ekt Banynna (monaoxuTensHble 3HaYeHUs Fis,
Ta6u. 10.4.1), Tak 1 rameTH4eckoe HepaBHOBecHe (3HaunMbIe D, Taou. 10.4.2).

Tabnuua 10.4.1. BHyTpunonynsiuMoHHoe pa3Hoobpasue (Fis) N0 MapKepHbIM JIOKycaM B CMeLUaHHbIX
nonynaumax ceepyka (Mo Howard, Waring, 1991)
Table 10.4.1. The inbreeding coefficients (Fis values) of marker loci in mixed populations of ground
crickets (From Howard, Waring, 1991)

Jlokyc / Mecmo Idh-1 Hk Pep-3 Got
ILLS 0.399 0.763 0.573 0.385
ILLY 0.560 0.753 0.721 0.559
ILL 13 0.608 0.606 0.595 0.329
ILL 14 0.682 0.843 0.928 0.129
MTN26 0.646 0.812 0.546 0.189
MTN27 0.550 0.725 0.892 0.402
MTN33 0.332 0.714 0.514 0.260
MTN37 0211 0.365 0.458 -0.113
MTN40 0.092 0.697 0.414 0.045
EC57 0.109 0.419 0.596 0.246
ECS58 0.135 0.664 0.453 0.388
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Tabnuua 10.4.2. CoctaBHasa mepa HepaBHoBecus no cuennenuto bappoy (Weir, Cockerham, 1989) ansa cmelwuaHHbIx
nonynsaunn ceepyka A. fasciatus n A. socius. Lndpsl B pagax psaom ¢ oLeHKkaMn HepaBHOBECUS, KOTOPbIE BblerneHbl,
npeacTasnaoT 3HadeHnsa X2 ansa runortessl D = 0 (d.f. =1) (Mo Howard, Waring, 1991)

Table 10.4.2. Burrow's composite measure of linkage disequilibrium (Weir, Cockerham, 1989) for mixed populations of ground
cricket A. fasciatus and A. socius. The numbers in the row beside the estimates of linkage disequilibrium (in bold) represent X2
values and test the hypothesis D = 0 (d.f. = 1) (From Howard, Waring, 1991)

Mecto Idh-l/Hk Idh-1/Pep-3 Idh- I/Got  Hk/Pep-3 Hk/Got Pep-3/Got

ILLS  0.229 15.208*%* 0.229 16.912** 0.238 22.644** 0.286 21.458** 0.219 18.140** 0.206 15.799**
ILLY9  0.323 100.968** 0.270 56.571** 0.271 62.075** 0.317 65.853*  0.309 65.407** 0.295 68.521**
ILL 13 0.239 18.080%** 0.265 22.207** 0.198 24.600** 0.289 26.421** 0.218 19.493** 0.223 37.843**
ILL 14 0.308 15.204%** 0.341 17.374** 0.182 9.778** 0.320 14.872** 0.185 9.396** 0.211 9.903**

MTN26 0.350 122.048** 0.320 101.375** 0.146 15.094** 0.377 168.916** 0.164 16.138** 0.166 17.389**
MTN27 0.324 132.606** 0.334 112.741%** 0.235 68.255** 0.350 108.934%** 0.223 59.123** 0.232 46.449**
MTN33 0.234 16.987** 0.213 16.241** 0.149 11.303** 0.297 23.606** 0.218 18.279** 0.198 17.505**
MTN37 0.16421.811%* 0.14517.513** 0.038 2.481 NS 0.198 36.796** 0.026 1.117NS 0.020 0.692 NS
MTN40 0.067 3.970* 0.044 2.570 NS 0.016 0.535 NS 0.042 2.659 NS 0.012 0.317 NS 0.006 0.103NS
EC57  0.0259.612** 0.053 2.575 NS 0.092 5.991* 0.051 2.695 NS 0.099 6.568* 0.007 0.027 NS
EC58  0.178 33.994%* 0.0353.270 NS 0.110 18.269** 0.065 11.526** 0.156 30.450** 0.057 11.253**

[Tpumeuanue. NS — He 3Haunmo, * p < 0.05, ** p < 0.005.
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bputo caenano 3akimtoueHue, 4To OAHO U3 TeopeTndeckux npeackazannii bKB He noarBepxaaercs
Ha 3TOM MaTepuaie. B mpoTHBOMOI0KHOCTD 0KUAHUIO CUJIa PETPOTYKTUBHOM M30JSIIUU MEKITY TBYMS
BUJIaMU ObllIa OIMHAKOBOM Kak B MmnHolice, Tak 1 B ropax Anmnanadei. DToT (akT mpeanoiaraet, 4ro
€CJIM yCUIIEHUE U30JUPYIOIIEro MEXaHU3Ma U UMEET MECTO, TO OHO HE 3aBHCUT OT IIMPUHBI THOPUIHON

30HBHI.

WHTepecHble pe3yIbTaThl MOMyUYEHBI 17151 OOBIKHOBEHHOW MUANU Tpynnsl Mytilus ex. group edulis
IpHU Hccae10BaHuu Oonbioro Marepuana u3 Hero-DayHanena oAHOBPEMEHHO IO aJIII03UMHBIM JIOKYCaM

u o Mmopdometpuu (puc. 10.4.4 — 10.4.5).

152

Puc. 10.4.4. JJonu Mytilus edulis (6envuii
yeem) u M. trossulus (veproiii ysem) 6
NPUPOOHBIX U KYIbIMUBUPYEMBIX NONYIAYULX
Hbv1o-@aynonenoa. Kynemusupyemvie
nonyasyuu ommeuenvl 36e300ukoil (Ilo
Penney, Hart, 1999).

Fig. 10.4.4. Relative frequency of Mytilus
edulis (white color) u M. trossulus (black
color) in wild and cultivated populations in
Newfoundland. Cultivated populations are
denoted with asterisks (From Penney, Hart,
1999).



(A) MPI, P, <0.001, P, =n.s. (B) PGM. P, < 0.001, P.=0.001 p,, 70.4.5. Conocmaenenue uacmom

100%)| 100%]
anneneti 01 COCMABHbIX
- *ggg = 0% 2123 CCHOMUNUIECKUX KIACCOG NO “embipeM
g B |2 ice| 7oxycan (@) Mpi, (b) Pem, (c) Lap u (d)
% - B1oo E - ﬁm Gpi. Bepmuxanvhvle npsamoy20ioHuKu
© § § * * 5 Ho| 00o3Hauarom unousudyanvroie annenu
o S , NPOHYMEPOBAHHbLE, KAK OAHO 8
§ = o KomMmenmapuu cooky. Annenu ¢ ouens
o * * - HU3KOTL 4acmomoii 00beOuHeHbl ¢
' OudCAuUUM alieem no KAHCOOMY U3
% g * * UZYUEHHBIX TOKYCO8. 3HaueHUs
= EE BT TE TT e ET TE T seposimuocmetl, Pe u Pt oanvl 015
CocTasHoii reHoTUN CocTaBHON reHoTUn

mecmoe X2 no eHympueuooewbim
PaA3IUYUAM MeHCOY Yacmomamu ajeseu

(A)LAP, P, <0.001, P, =0.001 ‘M) LAP, P, <0.001, P, =0.001 Py = E/E npomue E/T; Pt = T/T npomus

100% . ! EI e E o | T/E) (Ilo Penney, Hart, 1999).
R \ El o8 %&w —‘S :g Fig. ]0.4.5.. Character f'ndexproﬁl.esfor
5 N 5133 E 4 ﬁ !m g8 | ground cricket populations A. fasciatus
E o So00l E:gg and A. socius. collected along the Illinois
© : o7 | transect (ILLI-ILL17). The height of the
e N L. § N bar gives the proportion of individuals in
g N 0 \ a population having that score. The solid
o \\ - § part of the bar represents the proportion
of individuals with that character-index
o i " score having a genotype indicative of
EE ET TE T EE ET TE TT mixed ancestry. Each graph represents a
CocTaBHOW reHoTun CocTaBHON reHoTun

different population. The N is sample size
(From Howard, Waring, 1991).

Baxno ormetuts: (1) npucyTcTBre THOPUAHBIX 0CO0EH KaK 3TO BUJHO MO AMATHOCTHYECKOMY
nokycy MPI*, (2) yBenUMueHHYIO OO0 peKOMOWHAHTHBIX T€HOTHIIOB TI0 3TOMY JIOKYCY B COCTaBHOM
reHoTHIe 3xynuc-nonooHoro mopgoruna (E/T) mo cpaBHEHHIO TPOCCYTIOC-110I00HBIM MOP(POTUIIOM
(T/E; puc. 10.4.5, cm. MPI — E/T u T/E), koTopast CBUIETEIBCTBYET O NMpeobdIajaHuu HHTPOTPECCHH B
HarpaBiaeHuu T = E, (3) BO3MOKHOCTb, YTO TUOPHIIBI MOTYT OBITh HE TOJBKO F|, y4nThIBasi pe3ybTaThl
ananm3a JIHK u3 storo paiiona (Comesana et al., 1999).

OpuruHanbHbIe pe3yIbTaThl AJIs 3TOH rpynibl BUA0B (Mytilus spp.) momydeHsl As pailoHa
octpoBa Bankysep (puc. 10.4.6).
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Puc. 10.4.6. Pacnpeoenenue 12 6b160pok 00bIKHOBEHHOU MUOUU 8 1020-3ana0HOU bpumanckou
Konymbuu (cnesa) u npucymemsue «uyocux» (M. edulis u/unu M. galloprovincialis) u namuemwvix
(M. trossulus) ecenomunos no 06ym nezasucumvim soepruvim mapkepam /J[HK (PLIla u ITS). Ha
Kapme NoKa3aHa J0KAIu3ayus 8bl00poK, a cnpasa 0003HA4eHbl YACMONbl 2eHOMUNO8 8 IMUX
sviooprax ([lo Heath et al., 1995).
Fig. 10.4.6. Southwestern British Columbia and Vancouver Island showing the 12 blue mussel
sampling sites and the presence of the alien (M. edulis and/or M. galloprovincialis) and native (M.
trossulus) genotypes as determined the two independent nuclear DNA markers (PLIla and ITS)
(From Heath et al., 1995).

Pacrnipenenenue uykux ajuiesneil mo AByM MapKEpHBIM JIOKycaM pa3inyaeTcs B pa3InyHbIX
BBIOOPOYHBIX TOUYKAX, Ipenonaras quddepeHnmaibayio nHTporpeccuio. lllupokoe pacrnpocTpanenue
Yy>KUX aJulesieil, B COUeTaHu! C JI0Ka3aTeIbCTBAMH UHTEHCUBHOM TMOpUAN3AIIMN MEKIY HATUBHBIM U
UHTPOIYLIMPOBAHHBIM (dy>KHM) BUIOM YKa3bIBaeT Ha TO, YTO BBEICHHBIC B TeHO(MOH/ aJlIeIIH, BEPOSTHO,
CYHIECTBYIOT HEKOTOpOE BpeMsi B mony st Muann B bputanckoit Komym6un (Heath et al., 1995).

HccnenoBanue, npoBeieHHOE /7151 OOBIKHOBEHHOM MUIMU B IPYTOM YacTH apeaia, B AHIINY,
TaKKe J1aJo OYeHb UHTEPECHBIC pe3ynbTaThl (puc. 10.4.7).
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100 Puc. 10.4.7. Yacmoma pacnpeoenenus y Mytilus
edulis (e) anneneti acmepaswi-D (Esterase), a maxoice
JIHK maprepos Glu-5'u Glu-3', kax ¢pynxyus
pasmepa MoNOCcKo8 6 3anuse Bumcsno (Whitsand
Bay, UK) 6 30ne cubpuouzayuu nonyaayui. /{ns
oyenxu wacmom anneneti no mapkepy Glu-5', M.
edulis-cneyuguunvie 350 nu u 380 nn npodykmuot
PACCMAmMpUBaIiucy KaxK pasiudHvle auieiu, moeod Kax
onss M. galloprovincialis 300 nu u 500 nx npooyxkmui
cuumanu eounvim annenem. Taxum obpaszom, muouu ¢
munom 63nounca 350 nu, 380 nn, unu 350/380 nu
OvLIU yumensl kak 2omo3zucomul M. edulis, a ¢ munom
0sn0unea 300 nu yumenwl kax 2omosucomot M.
T ‘A galloprovincialis, nakoney, ocobu ¢ munom 63HOUHeA
= GuE \ 300 nu 6 komdounayuu 1ubo ¢ 350 nu unu 380 nu
A Quy ‘.. @pakyusmu yuumsisanuce kax cemeposucomsl (Ilo
2071 Rawson et al., 1996).
Fig. 10.4.7. Frequency of Mytilus edulis (e) alleles at
the Esterase-D (Est), Glu-5" and Glu-3' DNA markers
: : : : — as a function of size for the Whitsand Bay, UK, hybrid
5 10 15 20 25 30 35 40 <zone population. For estimating allele frequencies at
PasMepHBIi KNace (M) the Glu-5"' marker, M. edulis-specific 350 bp and 380
bp products were treated as separate alleles whereas
the M. galloprovincialis 300 bp and 500 bp products
were assumed to be produced by a single allele. Thus,
mussels with 350 bp, 380 bp, or 350/380 bp banding
patterns were scored as M. edulis homozygotes, those
with 300 bp patterns were scored as M.
galloprovincialis homozygotes and those with a 300
bp band in combination with either the 350 bp or 380
bp band were scored as heterozygotes (From Rawson
etal., 1996).
C ucnons3oBanueM AByx MapkepoB JIHK Obu10 mokazaHo, 4to ruOpuHbIe MUANH U3 3aJIMBa BUTCIHT
(Whitsand Bay, UK) HecyT anienu reHoB, KOTOPBIE SIBISIOTCS PE3yJIbTaTOM BHYTPUTEHHOM
pexomOuHanuu. Bricokas gacrora (10%) 3TUX peKOMOMHAHTHBIX ajuiesiell BHYTpU THOPUIHON
TIOITYJISIITUH TTPEITIOJIaraeT, YT0 PeKOMOMHAIINS BEChMA YacTa B 9TOM T'€HE U YTO THOPUIM3AIHS MEXTY
M. edulis w M. galloprovincialis cymiecTBeHHA ¥ MPOUCXOIUT 3HAUUTEIHLHOE BPEMS B IBOJIOIMOHHON
ructopuu TakcoHoB. Kimna Ha puc. 10.4.9 MoxeT HHTEpIPETUPOBATHCS KAK CBUAECTEIBCTBO
€CTECTBEHHOT0 0TOOpa. XOTS TaKue CBUACTEIHCTBA OOBIYHO HEJIETKO MOMYyYUTh B HOPMAIBHBIX YCIOBUSX,
HalJIeHHAsT aCCOIUAIINS, BMECTE C IPYTHMH TaHHBIMU U3 THOPHIHBIX 30H Tpynbl Mytilus ex. group
edulis (Skibinski et al., 1983; Gardner, Skibinsky, 1988; Wilhelm, 1993), 3actaBnstoT Hac caenarsb
3aKITI0YCHUE 00 YBEIIMYCHUN HHTEHCHBHOCTH €CTECTBEHHOTO OTOOPA B ATHUX 30HAX, BKIIFOYAst OTOOP
POTHUB THOPUIOB.

JlaHHBIC HACTOSIIIIETO pa3jielia COACPIKAT He TAK MHOTO MPHUMEPOB KOHKPETHBIX THOPHIHBIX 30H.
I'maBHOE TO, YTO T 30HBI CYHIECTBYIOT U HE MEHEE PEATbHBI, YeM CAMHU MOMYJISIIUN U BUBL. JTO
HAJIC)KHO JIOKa3aHO C MIOMOIIh HECKOJIBKUX TeHETUIECKAX METOJIOB.

SIcHO, 9TO HHTPOTPECCHUs TCHOB CYIIECTBYET B MIPUPOJIC, XOTS B HEKOTOPHIX ITUPOKHUX YUaCTKAX
TUOPUTHBIX 30H, HarIpuMep B Tpynne Mytilus ex. group edulis, ona MOXeT OBITh BEChbMa OTPaHUYCHHON
(Rawson et al., 1999) unu ObITh acummeTpudHOM (cM. BbIIe, a Takxke Heath et al., 1995; Rawson, Hilbish,

80 -
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1998). Ecnu npuHsATH, IpUIOMUHAs TpuMepsl u3 pa3aenos 10.3-10.4, 4o MHOTHE TEPEKPECTHO
pPa3MHOKaIOIMECS BUABI B MOPCKON M Ha36MHOM CpeJie INPOKO UHTPOTPECCUPYIOT, TO TOT1a Mbl JOJIKHBI
npu3HaTh, 4YTO opTojokcanbHas BKB, kak ona onpenenena B ['naBax 7-8, sBisieTcss HealeKBaTHOM U
TpebyeT yrouHeHus. K cuacTbio, BUibl HUYETO HE 3HAIOT O KOHUEMIMAX U MIPOJ0JIKAIOT, B OOJIBIINHCTBE,
COXpaHATh CBOIO MHTETPUPOBAHHOCTH BOIIPEKH IPOBATY KOHIIECTIIUH.

I'eHeTHueckoe cMelleHe, Co3/laHie TMOPUIHBIX 30H U aBTOMAaTHUECKOE CYIIIECTBOBAaHHE
JIOJITOBPEMEHHOT'O TAMETUYECKOT0 HEPABHOBECUS MOTYT UMETh Pa3JINYHbIC ITOCIIEICTBUS —
IIOJIOKUTENBHBIE M OTpULIATENbHbIE. [[070KUTENTBHBIMY NTOCIEACTBUSAMU SBJISIIOTCS YBEJIUYCHHE
TeHETUYECKON N3MEHYMBOCTH, & TAKXKE «IIPOBEPOYHAsH POJIb THOPUAHBIX 30H (tension zone), KOTOpPbIE
SBIISIIOTCSI «I10JIEM OMTBBD» 3a BUIOBYIO HHTErpUpoBaHHOCTh. HakoHew, rubpuapl, eciiu nHoraa
OKa3bIBAIOTCS 00JIee MPUCTIOCOOIEHHBIMH HITH ITPOCTO 00JIaafOIIMMK HYKHBIMU Y€JIOBEKY CBOHCTBAMH,
MOTYT OBbITh UCIIOJIb30BaHBI IPSIMO B aKBAKYJIbTYPE WJIM KaK UCTOUHUKHU JJISl CKPEIIMBAHUH B
CEJIEKIIMOHHBIX Iporpammax. OTpuiarenbHble IOCIEACTBUS BECbMa MHOToUnCIeHHbI: (1) HepaBHOBECHE,
Be/lyllee K CHIKEHHIO 0011el mpucrnoco0IeHHOCTH THOPUAHOM MOMyJISIMY WU BUJIA, (2) HHTPOIpeccHs
BPEIHBIX (WK IPOCTO HEAAANTUPOBAHHBIX ) TEHOTUIIOB B a0OPUT€HHYIO MOIYJISLUIO WK BU, YTO BEJET
K UX JeTpajiallii ¥ 3aMELICHUIO APYTUM BUJIOM (KaK MpaBUIIo, ¢ XyALIMMH KadyecTBaMU M IS 4eJIOBEKa U
TUTSI 9KOCUCTEMBI).

10.5. MIPAKTUYECKOE 3AHATUE 10

1. Ilporpamma SPECSTAT. Cneunduka ucnons3oBanust moayneit NEI-DIST u DISTANCE (cM. daiin
Read.me).

2. IMaket nmporpamm NTSY S-pc: 3HAKOMCTBO ¢ OCHOBHBIMM ITPOTpaMMaMH M MIPUHLUIIAMH YTIPaBJIECHUS.
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NMABA 11. KOJIMMECTBEHHbIE NMPU3HAKMW:
HACINIEAOBAHUE U 3BOJTIOLUA

MABHbBIE BOIMPOCHLI:

11.1. KonnyectBeHHaAa M3MEHYNBOCTb U €€ 3aKOHbI.

11.2. T'MnoTe3a MHOXEeCTBEHHbIX (DaKTOPOB.

11.3. OcHOBHble 3aga4vn reHeTU4YECKOro NccriegoBaHNA KOMYeCTBEHHbIX NPU3HAKOB.
11.4. HacnegyemocTb.

11.5. KapTupoBaHue nokycos konn4yectseHHbIX npuaHakos (J1KIM). 3somoums JIKTT.
11.6. MPAKTUYECKOE 3AHATUE 11.

PE3IOME

1. HenpepplBHAsI ©3MEHUNBOCTD NPOSIBIISIETCS B CKPELIMBAHUX, BOBJIEKAIOIINX KOJIMYECTBEHHbBIE
pU3HAKHU, KOTOPbIE HAXOAATCA MOJ1 OJUT€HHBIM KOHTpoJieM. [losiureHnoe HaciieqoBanue
OIpEAEIAETCS, B OCHOBHOM, KyMYJISTUBHBIM BIIMSHUEM AJANTHBHBIX AJIJICJICH.

2. lHomMreHHble MPU3HAKU MOTYT aHAJIU3UPOBATHCS C UCIOIb30BAaHUEM CTaTUCTUUECKUX METOJIOB,
KOTOpPBIE BKJIIOUYAIOT OLICHUBAHNE CPEAHEH, CTAHAAPTHOI0 OTKJIOHEHHA U CTAHIAPTHBIX OIINOOK [
HuX. Takol cTaTUCTUUECKUN aHAIM3 SIBJISIETCS ONMUCATEIbHBIM U MOKET ObITh MCIIOIb30BaH JIIsl pa30UBKU
o0mielt peHOTUNMHYECKONH N3MEHUYUBOCTH Ha KOMIIOHEHTBI, BBIJIENSAS, B TOM YUCIIE, U TeHOTHINIMYECKYI0
AUCTIEPCHIO.

3. JIi1st MHOTHX KOJIMYECTBEHHBIX IPU3HAKOB TPYIHO YCTAHOBUTH TOYHO, OOYCIIOBIIEHA JIM UX
U3MEHUYMBOCTh TeHETHUECKUMHU (pakTopamu uin (pakropamu BHeNTHeW cpeapl. HaclienyeMocThb
ounenusaercs i KII kak 107151 reHOTHIINYECKOH M3MEHYMBOCTH 110 OTHOLICHHIO K (DEHOTHIIMYECKOM
M3MEHYMBOCTH (001 n3MenunBocTH) ipusHaka: h2; = 02 / 02py. KooGduuuent nacienyemocru
MIOMOTAET YCTaHOBUTH COOTHOIIICHHNE HACIICACTBEHHBIX U HE HACIIEACTBEHHBIX (DAKTOPOB B IETEPMHUHALINT
XO35IICTBEHHO BaXKHBIX KOJWYECTBEHHBIX TPU3HAKOB U, I03TOMY, ITOJIE3EH B CEJICKIIMOHHOMN MPAKTHKE.
Paznuyator HacsaeayeMocTh B IIMPOKOM CMbIC/IE 1 HACJIEAYeMOCTh B Y3KOM CMbICJIE.

4. JIokycsbl, KOTOpbIE HECYT reHsl, KoHTposnpyomue KII, Ha3piBatoTCs TOKyChl KOJTHY€CTBEHHBIX
npusHakoB (JIKII). AkryansHoi 3agaueit renetuku KII asnsercs kapruposanue JIKII, kotopoe B
NOCJIEAHUE TOJIbl AaKTUBHO OCYIIECTBIISAETCS C IPUMEHEHHEM MOJIEKYJISIPHO TEHETUYECKMX MapKEPOB
reHoMa.

Chapter 11. QUANTITATIVE TRAITS: INHERITANCE AND EVOLUTION

SUMMARY

1. Continuous variation is exhibited in crosses involving traits under polygenic control. Such traits are
quantitative in nature and are inherited as a result of the cumulative impact of additive alleles.

2. Polygenic characters can be analyzed using statistical methods, which include the mean, the variance,
the standard deviation, and the standard error of the mean. Such statistical analysis is descriptive, and
can be used to make inferences about a population or to compare and contrast sets of data.

3. For many phenotypic characters, it is difficult to ascertain when variation depends on genetic or on
environmental factors. Heritability is an estimate of the relative importance of genetic factors versus
nongenetic factors and is determined correspondingly as a ration of genotypic variance and phenotypic
variance in populations, h2; = 62, / 62,y . It can be calculated for many characters and is especially
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useful in selective breeding of commercially valuable plants and animals. Coefficient of heritability is
known in two modes as narrow and wide sense heritability.

4. Loci bearing genes that control a quantitative trait are called quantitative trait loci (QTLs). Location
and distribution of QTLs within a genome can be ascertained by application of molecular genetic markers.

11.1. KOJIMNMECTBEHHAA UBMEHYUNBOCTb U EE 3AKOHbI

KonnuectBennsii npusnak (KII) 3To — nmpusHak, KOTOpbI UMEET HEMPEPHIBHYIO ILIKATY
WU3MEHYMBOCTH, B KOTOPOW HENb3s ONPEAEIUTh KAKUE TO JUCKPETHBIE Ki1acchl. OTHAKO MBI MOKEM
W3MEPUTH JTAHHBIA MIPU3HAK U ONPEAETUTH MPEAEIIbl €r0 N3MEHUYMBOCTH B 3HAUEHUSX LIKAJIbl, KOTOpast
3agaHa TeM Wi uHeIM myteM. Pacnpenenenue KII moxHO 00bscHUTH TeopHeii ['ayca ninyu HopMaabHBIM
pacnpeaenenueMm, cienytomiero suaa (puc. 11.1.1):

F(x) =] (x; po?). (11L.1)

Taxum 0Opa3oM, HOpMaJIbHOE pacnpeieleHne — 3T0 (PyHKIUS pacipeaeseHns INIOTHOCTH BEPOSTHOCTH €
JBYMsI TAPAMETPAMU: [ U 62. g U 62 — apaMeTphbl GyHKIUU F(X), HA3BIBAKOTCSA MATEMATUYECKUM
OKu/1aHueM U aucrepcueil. OHU MOTYT OBITh OIICHEHBI TOCPEICTBOM BBIUUCIICHHS CPETHEH 1
CTaHJapTHOI'O OTKJIOHEHHUS.

66,270%
PP T T,
f'/ ™

135% 2
}9—36 g-26 p-o K | pro }:-1-2@ }t+36

Puc. 11.1.1. luazpamma, nokasvieaiowasn 6ud HoOpMasbHo2o pacnpedenenus j (X; us2). Lugpol nao xpusoti
NOKA3b18a0M NIOWAOL (8 %) UL 8ePOAMHOCHb NONAOAHUS CLYYALHOU HENPEPLIBHOU NEPEMEHHOT 8 MU Npedeibl
unu unmepsanvt (I1o Kusomosckuii, 1991).

Fig. 11.1.1. Diagram representation of the shape of the normal distribution j (x; us2). Numbers denote a
square (in %) or probability of putting a stochastic continuous variable in these limits or intervals (From
Zhivotovsky, 1991).

HopmanbHoe pacnipeneneHnne — KJIacCCUYeCKU 3aKOH MaTeMaTUYECKOM CTaTUCTUKU. DTO
pacrpeeseHue SBISIETCS BaXXHBIM 0 HECKOJIBKUM IprudrHaM. OJIHa U3 IPUYUH COCTOUT B TOM, YTO 3TO
pacrpeziesieHue SIBISIETCS IPEIeTbHBIM CIIy4aeM JJIsi MHOTUX JIpYTUX pacnpenenenuil. Hanpumep, ¢
BBIUHCIUTENFHON TOUKH 3pEHUS TPYIHO 33a1aTh OMHOMHAIbHOE pacipe/iesieHre 11 O0JIbIINX BEIOOPOK.
ANIpoKCcUMaIHsS HOpMaTbHBIM paclpeesieHUeM MO3BOJISET JISTKO PEIIUTh MOI00HY0 3a1ady. Tak,
M3BECTHO, YTO paclpeaesieHne oueHkH p=k/N ¢ XOpolIell TOYHOCTBIO alllIPOKCUMUPYETCSI HOPMAJIbHBIM

pacrpejie/IeHIEM CO CPETHUM 3HaYeHHEM, KOTOPOE PaBHO 4 U ¢ aucnepcueii (62) - u (1 - i ) / N. Bropas
PUYMHA CBSI3aHA C BRIOOPOYHBIMH OIlEeHKaMHU. BRIOOpOUYHEIE OIIEHKU CPEeTHUX 3HAUYCHUH /st
KOJIMYECTBEHHOTO MPU3HAKA, KOTOPBIA MOXKET J1a’Ke CYLIECTBEHHO OTKJIOHATHCS OT HOPMAJIBHOTO
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pacrnpeneneHus, ONUChIBAIOTCS JOCTATOYHO TOYHO HOPMAJIbHBIM PAaCHpPEeICHUEM, CO CPEHUM, KOTOPOE
PaBHO MaTeMaTHIECKOMY OKHIAHUIO (TeHepalbHas cpeanss) u aucnepcueii o2 / N, tae 02 — 310
reHepalibHas JUCIepCcHs paccMaTpuBaeMoro npusHaka. puc. 11.1.2 nokassiBaeT pacnpeeieHne Takoro

npu3HakKa, kak Bbicota pakoBuHbl (M__HGT) y OproxoHOroro Mosuitocka U3 HECKOJIbKHUX BBIOOPOK B
SlnoHckoM Mope.

M_HGT
Lilliefors p < 0.01
Shapiro-Wilk W=0.9738, p < 0.0001
500
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3Ha4yeHne npuv3Haka
Puc. 11.1.2. Bapuayuonnuwiii pso ons eévicomul pakosunvt (M _HGT) 6 evibopkax 6pioxoHo2020
monntocka Nucella heyseana us 3anusa [lempa Benukozo Anonckoeo mops.

T'ucmoepamma noxazvleaem SMIUPULECKYIO USMEHUUBOCTb, A KPUBASL ANNPOKCUMAYUIO
HOPMANbHLIM pacnpedenenuem. Buszyanbno annpoxcumayus 6noane Xopowids, Xoms cmpozue
Kpumepuu 8 O0AHHOM CIyyae NOKA3bl8Am CMamucmu4ecku 3Hauumble OMKIOHEHUS. IMNUPULECKO20 U
meopemuyeckozo pacnpedenenuil (cm. W=0.97, p < 0.0001; pacuemvot na ocnoge dannvix Kartavtsev et
al., 2004).

Fig. 11.1.2. Distribution of a gastropod mollusk Nucella heyseana shell height (M _HGT) in samples
from Peter the Great Bay, Japan Sea.

Histogram shows the empirical raw variation and the curve presents normal distribution
approximation. There is quite fine correspondence of two distributions, although statistically
significant deviation observed for them (Based on data from Kartavtsev et al., 2003).

VICTUHHBIE 3HAYEHHS 4 ¥ 02 B TEHEPAILHON COBOKYIIHOCTH HE U3BECTHBI. O HUX MOKHO CY/IHUTh
TOJILKO Ha OCHOBAHHH CITyYalHBIX BRIOOPOK M3 T€HEPAIIBHON COBOKYITHOCTH, JIJISI KOTOPBIX MOYKHO
OLICHUTbH 3HaYCHUs cpeaHel ( X mim M) U CpeIHETro KBajipaTa OTKIIOHEHUH (CpeHero KBaapara, JUis
KpaTtkoCcTH, MS Wiu sy2) WM CTAHIAPTHOTO OTKIOHEHUS (Sx), KOTOPBIE ABISIOTCSA OLEHHBAIOIIMMHE
CTaTHCTUKAMH [l IBYX MapaMeTpoB. Mbl OyieM Ha3bIBaTh MX OLICHKaMH (estimates), XOTsI OlleHKa B
TOYHOM CMBICJIC — 3TO TOJILKO YMCIIEHHOE 3HAUYCHUE, CKaXeM, 2.3 U 5.6, I X WIH Sx.

CpenHsisi ¥ CTAaHAAPTHOE OTKJIOHEHHE
CpenHsisi MOXKET OBITh OTIpeIeNIeHa CIICTYIOIIUM 00pa3oMm:
x=0xi)/n=1/n xj. (11.2)
31ech Xj - 9TO 3HAUCHHUE WHAUBUIYaIBHOTO H3MEPEHHS y PACTEHUS, )KUBOTHOT'O WIIH JIFOOOTO APYTOTO

OpraHu3Ma, a n — 3TO 4UCIIo u3MepeHnid. CpeHni KBaapaT U CTaHAAPTHOE OTKJIOHEHUE JUUISl CEPUU TAKUX
WU3MEPEHUM PaBHBI:

MS =Y (xi- x)2/(n -1). sx =3 (xi- x)2/(n -1)]. (11.3)
HGCKOJ'II)KO I[pyFI/IX BAKHBIX CTATUCTHUK TAKIKC I/ICHOJ‘IBSYIOTC?[ B 'CHCTHUYCCKHUX HUCCIICOOBAHUAX KH OILHa
nu3 HaH60nee HacCTO UCIIOJIB3YCMbIX CTATUCTHUK — 3TO KOB(i)(I)I/IL[I/IeHT Bapuanuu, Cv.

Cy = (sx/ x) *100%. (11.4)
9TOT KOB(I)(i)I/ILII/ICHT CTAHAAPTU3UPYCT OLUCHKU AUCTICPCUN IS PA3JIMYHBIX IIPU3HAKOB, ACJIICHUCM Ha UX
CpCI[HI/Ie 3HAUYCHUS U OCJIaCT BECIINYUHBbI N3MCHYNBOCTHU 60J‘I€G CpaBHI/IMBIMPI. MBI ITIO3HAKOMUMCHA C
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HEKOTOPBIMHU APYTUMHU CIIOCOOAMM CTaHAAPTU3ALMU U PpeoOpa30BaHUsIMU PU3HAKOB B X0/I€
[TpakTrueckoro 3anarus Nel 1. OueHp Ba)XHOM TakXkKe SBIIAETCS APyTas CTaTUCTHKA, HOPMAJIN30BaHHOE
oTkJI0oHEHHE (t): £ = (Xj - X)/ Sx. BO-TIepBbIX, 3TO BhIpaKEHNE BEJIET K MPEJCKa3aHUI0 3HAUCHHUH Xj Ha
OCHOBE PaBEHCTBA: (Xj - X) = t*sx uiam xj = X + t*sx. Bo-BTOpBIX, Bce MpU3HaKu nocie t-mpeodpazoBaHus
MMEIOT BapHallMOHHBIE PSI/Ibl, B KOTOPBIX CPENIHSAS paBHA HYJIIO, a JUCIEPCUs paBHA equHuIe: X =0 U sx
= 1. DTO CBOMCTBO IHUPOKO MUCIOJIB3YETCS P MHOTOMEPHOM aHAJIN3€, TAK KakK JeJIaeT BCE epeEMEHHbIE
CPaBHUMBIMHU.
JloBepuTeabHBII HHTEPBAJ U I0BEPUTEIbHAS BEPOATHOCTH

Onenka cpeHEN X Ha3bIBAETCS TOUEHYHOM OLIEHKOH, IOTOMY YTO OHA MMEET KOHKPETHOE
YHCJICHHOE 3HAYCHHE JJISl ONIPEIeICHHON BBIOOPKH, MIIM MOKET OBITh MPE/ICTaBICHA TOUKON HA YHCIOBOM
ocu. BenencrBue cimyuyaiiHocTH BEIOOPKH M €€ OTPaHUYEHHOI'0 pa3Mepa 3Ta TOUKa He OyJieT coBMajaTh ¢
. TlosToMy *KenaTeabHO ONpeesIUTh TAKOH MHTEpBaJl 3HAYCHUN IEPEMEHHOM, B KOTOPBIH u# Oyaer
nonanatk. Kak Haiiti 5T0T MHTEpBan? Mbl MOkeM 3HaTh QYHKIHMIO, cKaxkeM 5T0 F(x), t, x2 wmu F. Xors
CJIOHOCTB 3/IECh B TOM, UTO MbI HE 3HAEM 3HAUEHUE MapaMeTpa M4 JUIsl BBIYUCIECHUS BEPOSTHOCTEN U
oTpeieNIeHus MpeeaoB u3MeHUnBocTU. O1HaKo, 4TOOBI H30€XaTh TAHHOTO 3aTPyAHEHHs €CTh IPOCTON
croco0. MoXKHO 3aMEHUTH M4 BEIOOPOYHON OLIEHKOW - X M CYyJTUTh O TeHEPAIbHOW COBOKYITHOCTH TIO
BbIOOpKe. COOTBETCTBYIONIEE pacnpeieneHue OyieT Nog00HO TEOPETUIECKOMY paclpeIeIeHUI0, XOTs
oHO Gyzer cMemero ot gk x (puc. 11.1.3, A). BHyTpH 5TOro pacnpeeneHns MOXKHO HaiiTH TaKoi
UHTEpBaJl 3HaueHui 17, 12, 9to cymMMapHas IUIOIIab 110l KPMBOM M BHE 3TOTO Ipejiena OyAeT paBHOW a
(a /2 ¢ 0benx CTOPOH); TJIOMIAL BHYTPH HHTEpBasia ecTh P =1 - a. A oTpe3ok 1], I2 Ha3bIBaeTCs
AOBEPHUTEJbHBIM HHTEPBAJIOM I OLICHUBAEMOI'O ITapaMeTpa i C JOBEPUTEJIbHOM BEPOSITHOCTbIO P =
1 - a. Otpe3ok 1], I2 nokpsiBaeT 100% nosepurenbHoro narepsana. Tak, Harpumep, 95%
JIOBEPUTENBHOT0 HHTEpBaja coorBeTcTBYeT P = 0.95, 99% nosepurenbHOro HHTEpBasla COOTBETCTBYET P
=0.99, a 99.9% nosepurenpHOro MHTEpBaia coorsercTByetr P = 0.999.

A ¥ L
Puc. 11.1.3. Juacpamma, unniocmpupyrowas 008epumenvHulil UHMepeal i 008epPUMENbHYI0 8ePOSIMHOCHIb.
A. IlynxmupHou 1unueti noxasano meopemuieckoe pacnpeoeietue oyeHounvix snavenutl. Cniownas

JIUHUSL — DO MOJIce camoe pacnpeodeierHue, 8 KOMopoM «YeHmpy npedcmasiien 8bl00POUHYI0 OYEHK) CpeoHell

x. 17, I2 — smo 008epumenbublil UHMepP8al, KOMopblil ¢ 008epumenvholl sepossmuocmoio P exarouaem u,
eenepanvublil napamemp. B. Tooce camoe pacnpeoenenue, no 0osepumenvuviii unmepsan 1’], 1’2 noxazamn ¢
Oonee HU3KUMU 008epumenbHulMu eeposimuocmamu, P’ < P (a’ > a) u komopwlil yoice He eKkaouaem d, 3HaueHue
2eHepanbHo20 napamempa.
Fig. 11.1.3. Diagram for a confidence limit and a confidence probability. A. With dotted line is shown a
theoretical distribution estimates’ values. Solid line is the same distribution, in which as a “center” taken
sample estimates of M (or x). 11, D2isa confidence limit, which with a confidence probability P includes u, a
general parameter. B. The same distribution, but the confidence limit I], I2 shown with lower confidence
probability, P’ < P (a’ > a) and no longer includes u, a general parameter value.
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CrangapTHasi OIIMOKA CTATUCTHK

HeoOxoaumo Takke 3HaTh CTaHIApTHYI0 ommnOKy (standard error, SE) cpenneii (sx) u
CTaHJapTHOrO OTKJIOHEeHUs. SE i cpenHel paBHa sx = sx / Vh. 3716Ch MBI HIMEEM JICIIO CO CPEIHEH
apudmernueckoii, a SE HeoOxoauma 11st ee cpaBHeHust. SE 7151 cTaHIapTHOTO OTKIOHEHUS U Cv
OJIMHAKOBa; oHa paBHA SE = sx / \2n. B stom ciyyae 3HaHue SE HE00X0UMO /1T CONTOCTABIICHHUS
OIICHOK Sx ¥ Cv. JIJig IpyTruX CTaTUCTHK aHAJIOTUYHO - TIOJIyYeHHE OIMOOK 00JIeryaeT CpaBHEHUE UX
OLICHOK.

AHaJM3 KOJMYeCTBEHHbIX PU3HAKOB

['maBHas 3a7a4a aHanM3a — MOHATh, UMEETCS JIU pa3inyKe KaKoro-1uo0o N3MEPeHHOr o Ipru3HaKa
MEXy Tapoi TMHUN WU MOMYJISIIUN MIIM MEKAY UX COBOKYMHOCTAMHU. UTOOBI BBIMOIHUTH TAKOE
3a/IaHUE UMEIOTCSI HECKOJIBKO BO3MOKHOCTEM. MBI Bocniosibdyemcs maketom nporpamm STATISTICA,
YTOOBI OIICHUTD pa3inuuusi. C TOMOIIbIO COBPEMEHHBIX MPOTPAMMHBIX CPEACTB MOXKHO COTIOCTABUTh
MHO>KECTBO CBOMCTB paclpeaenaeHuil npu3HakoB. [103ToMy BaKHO MOHMMATH [JIaBHOE, KaK U JJIsl 4ETO
BBITMIOJHSIOTCS cpaBHeHUs. [IpocTeiimuii ciydaii — 9T0 KOria CpaBHUBAIOTCS JBa CPEAHUX 3HAYCHHSI UITU
napa CTaHAApPTHBIX OTKJIOHEHHWH. 3/1eCh HaM B MEPBYIO ouepe b HeoOXoauMo momyunTh ux SE. Jlanee Mbl
MO>KEM COTIOCTaBUThH JIB€ BETUUYHMHBI, CKOXKEM CpEeJIHUE, HA OCHOBE HYJIb-THIOTE3bI CTy4aitHOCTH
HaWJeHHBIX paznuuuil. Ecnu paznuuns 60mbIie, 4yeM 0KHIaeTCs, TO HyJIeBasi TUIIOTE3a O CIIy4ailHOCTH
pa3nuuuii (WM OTCYTCTBHSI pa3IHU4Uii) OTBEPTraeTCs U MOXKHO TOBOPHUTH O IBYX (WJIH OoJiee) pa3TuvHbIX
JTUHUSX, TOMYJISIUAX U T.11. [ TaBHBIA HHCTPYMEHT JJIs1 TAKOTO CYXKACHUS — 3TO t-ctatucTrka CThIOZICHTA.
Hampumep, nnst BeiOopok 1 u 2 paxTrueckoe 3HaYeHHE £ —CTATUCTUKU AJI CPEIHUX apUPMETHUECKUX
€CTb:

t=(M;-M,)/V(SE2 +SE,2).

Taxxe, KaK B Clly4ae XH-KBaApaT, pakTHUeCKOe 3HAUCHHE ¢ CPABHUBACTCS C OKUAEMBIM £ (t-Tabnuia):
d.f.=n+n,—-2; M - cpennsist, SE; u SE, — cranaptHsle omnOku A BeiOopok 1 u 2, d.f. — gucno
creneHeil ceobonsl (degree of freedom), a n,, n, — pazmep kax0i u3 AByx BeIOOpOK. HeoOxoanumo
MIOMHHTD, YTO TPEJICTaBIICHHAs BhIIIE ()OpMYJia CIIPaBeJINBa, KOT/Ia pa3Mep BHIOOPOK MPUMEPHO PABEH U
OHHM JJOCTATOYHO BEJIMKHU 10 pa3Mepy. Ecin 3To He Tak, To HE0OX0AUMO HCTIONIb30BaTh IPYrHe aJrOpUTMbI
pacyeToB.

[TpuHUMI TUCTIEPCMOHHOTO aHANN3a, PUMEHSIEMOTO JIJIsl BBISIBIICHUS PA3IAYUN MEXKIY
HECKOJIbKMMH BBIOOPKaMU WIIH JTUHHUSIMH, Takke IpocT. MbI paccMoTpuMm ero Huxke B Paznene 11.3.

11.2. TMNOTE3A MHOXXECTBEHHbIX ®AKTOPOB

B nayvasne 20-ro cToneTus FeHETUKH 3aMETHIIH, YTO MHOTHE IPU3HAKHU Y Pa3IMUHBIX BUIOB UMEIOT
CXOIHBIN XapaKTep HaclIe10BaHUSA. DTO OTHOCUTCS K TAKUM IPU3HAKAM, KaK POCT U BEC YEJIOBEKA, pa3Mep
CEMSH Y pa3IMYHbIX O0OOBBIX PACTEHUH, IIBET 3€PEH y MIIEHUIIBI U ApyTue. B kaxoMm cirydyae HOTOMCTBO
B TIOCJIEJIOBATENIbHBIX MTOKOJIEHUSIX OKa3bIBAJIOCh KaK Obl «CMEChIO» 3HAUCHUH POAUTEIbCKUX MPU3HAKOB.
Bormpoc, MmoxeT sin u3meHunBoCcTh KII ObITh 00BsicCHEHa B TepMUHAaX MeEHICIEBCKON TeHETUKH, TIOPOIHIT
MIPOTUBOPEUYMBYIO TUCKYCCHIO B Havamne 19-ro Beka. batcon (Batson) u FOn (Yule), koTopsie 6butH
cTopoHHHKaMH MeHzeneBckoro oobscHenus Hacnenoanus KI1, mpenmnonoxunu, 4To B UX
JIeTEPMHUHAIIMH YY4aCTBYET OOJIbIIOE YUCIIO (PaKTOpOB (T€HOB). JTa Ujesl, Ha3BaHHAs! TMNOTe30i
MHO3KeCTBEHHBIX ()aKTOPOB, IIPEIoaraia, 4Yro B EHOTUIT BHOCST BKJIaJl MHOKECTBO JIOKYCOB U 3TOT
BKJIAJl HOCUT KyMYJISSTUBHBIM MJIM KOJIMYECTBEHHBIN Xapaktep. OAHAKO ApyTrHe reHeTUKH COMHEBAIUCH B
TOM, yTO MeHaeneBckue eqMHUYHbIE (PAKTOPBI MOTYT UIPATh POJIb B CMEIIUBAHUU POAUTEIBCKUX
¢denorumnon B KII u B TakoM xapaktepe HacleqOBaHUS.
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Ms1 MOkeM HaOII01aTh
npomexyTounbie 3HaueHus o KI1 B F; u
pacmeruienue B F, kKoTopoe BeneT k OosbIiei
W3MEHYMBOCTH TIPU3HAKA B 3TOM MTOKOJICHHUH,
yem B F; (puc. 11.2.1).

Puc. 11.2.1. I'ucmoepamma, noxasvigarowast
OMHOCUMENbHYIO YaACmOomy ocobell,
NPOABNAIOWUX 084 PA3IUYHBIX (heHOmUna no
svicome cmeobisi U NOCMPOEHHAsL NO OAHHBIM
ckpewusanus Kénpeimepa (Kolreiter) mescoy
08yMs1 copmamu mabaxa: «KOpoOmKuily u
«Onunnvily (Ilo Klug, Cummings, 2002).

Fig. 11.2.1. Histogram showing the relative
frequency of individuals expressing various
height of phenotypes derived from Kolreiter’s
cross between two sorts of tobacco: dwarf and
tall (From Klug, Cummings, 2002).

PesynbTatsl, npeacTaBieHHbIE HA PUC.
11.2.1, ABASAIOTCS HECKOIBKO YIPOIICHHBIMH, B
TOM CMBICJIE, UTO HE TIOKA3bIBAIOT BOOOIIIE
Kakoil oo n3menuusoctH B Fi. boiee
HaIJISIIHBIMU SIBJISIFOTCSL PE3YJIbTAThI,
nosydeHHsie Mcrom (East, 1936; puc. 11.2.2).



Puc. 11.2.2. Cxema ckpewusarnus 08yx
JUHUL U pacujennienust ¢ nomomcmee FJ,

JlnHua A Nuuna B F2 u omobpannom F3.
Ha cxeme nokasan onvim Hcma
P, X nO CKpewusanuio 08yx IUHU mabdaxka ¢
PA3UYHOU ONUHOU 8eHYUUKA. Dmom
[OnuHa BeHuuka [lnnHa BeHunka NPpU3HaK y pacmenuti aunuu A eapvupyem
om 37 00 43 mm, moeoa Kax y pacmenuil
l aunuu B eapvupyem 6 ouanasone 91-97
mm (Tlo Klug, Cummings, 2002).
= Fig. 11.2.2. The F], F2 and selected F'3
results of East's cross between two strains
of Nicotiana with different corolla
lengths. Plants of strain A vary from 37 to
43 mm, while plants of strain B vary from
91 to 97 mm (From Klug, Cummings,
61 64 67 2002).
Anuna DkcnepuMeHTHI McTa
MOKa3bIBAIOT, YTO XOTSI K3MCHYMBOCTh B
l JUITMHE BEHYHKA SIBIISICTCSI
F - KOJINYECTBEHHOM, PE3yJIbTAThI

61-67 MM AKCIIEPUMEHTAILHOTO CKPEIIMBAHUS
2

Yacrtora

JNEMOHCTPUPYIOT paclIeIUICHHE
OTYETIMBBIX (DEHOTUITHYECKUX KIIACCOB,
Kak 00Hapy’)keHO B Tpex rpymmax Fs.
DTO0 KIII0YEBO€E HAOIIOAECHIE
67 82 CTaJ0 OCHOBOM T'MITOTE3bI

ST MHOECTBEHHBIX (DAKTOPOB, KOTOpast
OOBSICHSICT, KaK MPU3HAKHA MOTYT
3HAYUTCJIBbHO pa3n14anLcsI 10
IKCIIPECCHH.

YactoTta

5

BuibopoyHbie ckpewmeaHma F, x F, 1 NpoM3BogHbIE OT HWMX nokoneHus F,

F, 58 MM x 58 MM 70 MM x 70 MM 82 mm x 82 MM

o
2]
F. g /\ /\ /\
T
| | | | | ! } 1 } 1 | 1 | |
43 58 70 78 88 43 58 70 78 88 43 58 70 78 88
OnvHa OnuHa AnvHa

ANIMTHBHBIE aJUIeJIM: OCHOBA HeNPEePbIBHOW N3MEHYHUBOCTH
I'umoTe3a MHOKECTBEHHBIX (aKTOPOB, MOIeP )KaHHAS HAO0IeHUsIMHU VIcTa U pyTHX, BKIIOYaeT
CIIEAYIOIHE OCHOBHBIE IOJIOKEHHUS:
1. KTI, KOTOpBIi MPOSIBIISIET HENPEPHIBHYIO N3MEHUYUBOCTH, OOBITHO MOXKET OBITh ONIPE/ICIICH
IIOCPEACTBOM U3MEPEHUS, B3BECIIMBAHMUS, [IOICUETA U T.JI.
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2. Ha nacnenosanue KI1 aauTHBHO OKa3bIBAIOT BIMSHKE JIBA M WK 00JICe TEHOB, JIOKAJTM30BAaHHBIX B
pa3n4HbIX MecTax reHoma. [lockonbky B gerepmuHarmio KIT MokeT OBITH BOBIICYEHO MHOTO T€HOB, TO
HAcJIeJOBaHHE 3TOTO THIIA YACTO HA3bIBAIOT MOJUT€HHBIM.
3. B kaXII0M JIOKyCEe MOXKET HaXOMTCS OJJMH U3 AJUINTHBHBIX aJljIeJIeli, KOTOpbIe BHOCSAT CBOM BKJIA]l B
cyMMapHoe (PeHOTHITNYECKOE 3HAUCHUE, WA He aJUINTUBHBII aJ1j1eJIb, KOTOPbIi HE BHOCUT
CYMMUPYIOIIETO BKJIa/1a B ()CHOTHIL.
4. D dexT KaxI0ro aIIUTUBHOTO AJJIess Ha (EHOTHUIT HEBEIMK U IPUMEPHO SKBUBAJIICHTEH BKJIAJaM
OTICIBHBIX aJIMTUBHBIX aJUICNICH 110 IPYTHM TeHHBIM JIOKYCaM.
5. Bce BMecTe reHbl, KOHTpoJHpYoiue oTaebHbiil KIT onpeaensror CyecTBeHHY0 (eHOTUITHYESCKY O
U3MEHYUBOCTb.
6. AHaITU3 TOJIMTEHHBIX MPU3HAKOB TPEOYET UCCIECIOBAHMS OOBIIOTO YKCIa TOTOMKOB U3 JIMHUU HITH
IOy JISIIIUKM OPTaHU3Ma.

CdopmyTupoBaHHBIE BBIIIIE MTOJOKECHUS (POKYCUPYIOTCS BOKPYT KOHIICTIIMHU aJIMTHUBHBIX aJlIeIeH
10 TIOJIMTEHHBIM JIOKycaM, KoHTposupytomuM KI1. YToObl MpoMILIIOCTPUPOBATH 3TO, IaBaiiTe
paccMoTpuM 3kcriepuMeHT XepMmaHa-Huibcena-2mmu (Herman-Nilsson-Ehle) mo onpenenenuto
HaCJICJIOBAaHMS [[BETA Y CEMsIH MIIECHUIIBI, KOTOPBIi ObLI MpoBe/icH B Hadaie 20-oro Beka. B ogHOM u3
CepHii PIKCIIEPUMEHTOB MIIICHHUIIA ¢ KPACHBIMH 3epHAMH ObLIa CKpEILICHA C JIMHUCH, IMEIOIIeH Oerbie
3epHa (puc. 11.2.3).

Puc. 11.2.3. Cxema, unnrocmpupyrowas, kak 2unome3sa

2 - pr MHOHCECMBEHHBIX PaKMOPOs8 U a0OUmMusHble aenu
KpacHii Benit obecneyusarom pacuenierHue no peHomuny 6
- L coomuowenuu 1:4:6:4:1 onsa ysema 3eper nuieHuybl.
MIpoMeXy TouHbI LseT 3aenasHuvle 6ykevl 0603HaAUAIOM AOOUMUBHbLE
annenu, Komopwvie HOCAM PAGHbIlL KA 8 NUSMEHMAYUIO
‘ sepen unu 8 penomun pacmernus (Ilo Klug, Cummings,

IQMHTHBHI:IE annenw 2002)'

Fig. 11.2.3. Scheme that shows how the multiple-factor
hypothesis accounts for the 1:4:6:4:1 phenotypic ratio of
grain color in wheat.

All alleles designated by uppercase letters are
additive and contribute an equal amount of pigment to the
v grain or phenotype (From Klug, Cummings, 2002).

HacnenoBanue 1iseta NpoMcxXoauT B 3aBUCUMOCTH
OT «JI03bI» aJJIUTUBHBIX aJJIEJIeH U CJIeTyeT COOTHOLLIECHUIO
1/4 bbb — 2/16 Aabb 1 1:4:6:4:1. B ucxoJlHOM CKpEIIMBaHUHU MPEAIO0IAraioch,
YTO B KOHTPOJIE [[BETA 3€PEH YUaCTBYIOT JBa IeHa,
KOTOpBbIE, paculerisisch B Fy, MaloT nate (eHOTUIMHYECKUX
1/2 80 — 2/16 aafd | TpyMM, 0)KUJAaeMble COOTHOILEHUS IJIsi KOTOPBIX PaBHBI
1:4:6:4:1. IloaTomMy, Kak Mbl BUJTUM, UMEIOTCSI BECKHE
OCHOBAHUS MPUHATH, YTO KOJNYECTBEHHAS U3MEHUYUBOCTD
MOJKET OBITh 00bCHEHA Ha OCHOBE MEH IeIeBCKUX
MpUHLIUIIOB. HeT H1 KaKuX MpUYUH, JJIsl TOTO 4TOOHI TpH,
4eThIpe WK 00Jiee TEHOB HE MOTJIA OB KOHTPOJIUPOBATH
(beHoTUI KOMMYeCTBEHHOTO Npu3Haka. C yBenuueHuemM
YHCciIa BOBJICYCHHBIX T€HOB, COOTBETCTBEHHO
YBEJIMUMBAETCS CIIOKHOCTh (PEHOTUITNYECKUX
pacuerieHuid. Yucno eHOTUTIOB U 0XKHIAeMbIE UX
npornopuuu B F, npu yBenuueHuu 4uciia TeHOB /10 MATH
nokasaHsl Ha puc. 11.2.4.

4

1/4 BB 1/16 AABS

1/4 AA

1/2 86 — 2/16 AABb

1/4 bb 1/16 AAbb

A AN

1/4 68 — 2/16 A8

(A 1/2 40 BEEE 112 86 — 4/16 Ackb 2

1/4 88 — 1/16 collB 2

1/4 bb — 1/16 aubb

Yucno aaamMTHEHBIX annenei

4 3 2 1 0
¥y 116 416 616 416 116

&

KpacHeln

\

o= [poMesyTOuHbIA LBeT —» Benbii
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1 napa reHoB Aa x Aa Puc. 11.2.4. Cxemamuueckue pezyromamuol
CKpewueanus 08yx 2emepo3ueom npu noauceHHoM
Cymmapho =4| | konmpone KII u yuacmuu 1-5 noxycos.

5]
o

Yacrtora, %
[\]
[%)]

Kaoicoviii cmonbux eucmoepammol 0603navaem
OMUemaugslil (heHoOMuUNUUeCcKull Kiacc ¢ 00H020 Kpast
1 > 1 (neswiil KoHey) 00 Opye02o Kpas (npaswlii KOHey,).

Kaoicowtii henomun onpedensiemces paznuuHvim 4uciom
aooumueHuvlx anneneu. 3amemum: k=n+ 1, kun—
CymmapHo = 16| | uucno gpenomunos u eenos (Ilo Klug, Cummings, 2002).
Fig. 11.2.4. The results of two heterozygote cross when
I I polygenic inheritance is operative with 1-5 gene pairs.

_l l_ Each histogram bar indicates a distinct

1 4 4 T | phenotypic class from one extreme (left end) to the other
- 3 naptl reios AaBbCc x AaBbCc extreme (right end). Each phenotype results from a
different number of additive alleles. Note: k =n + 1, k
and n — number of phenotypes and genes (From Klug,

Cummings, 2002)
i I I I I B Hamem npenpiyiem npuMepe ¢ mieHUIen
1 6 15 20 15 6 1 (EHOTHITBI POIUTENICH MTPEICTABIISUIA JIBA TAKUX

4 napwi renos AaBbCcDd x AaBbCeDd MpelenbHBIX Ki1acca — KpacHble U Oernbie 3epHa. Ha puc.
11.2.3 1/16 motomkoB F; sSBIsIFOTCS TMOO KPACHBIMH,
60 O6enpIMU, KaK UX poAUTeTH. B 3TOM cooTHOIIEHUN
MO>KHO MPOBECTH MOJICTAHOBKY B MPABOM YaCTH, TaK
4TOOBI peluTh ero no n: 1/4n =1/16, 4n =16 unu n =
Log416 = 2. B o61ieM ciiydyae 4ucji0 reHos,

2 napel reHoe AaBb x AaBb

w
o

]
o

YacroTa, %

6

CymmapHo = 64

Yacrora, %
[\*]
(93]

(8]
o

CymmapHo = 256

]
()]

YacroTa, %

=
1 8 28 56 70 56 28 8 1
5 nap reHoe AaBbCcDdEe x AaBbCcDdEe onpeneasiromux Kll, pasuo: n = Log4X, rne X —

50 JIEJUTENb B IPONOPLHUH PACUICIUICHHUS.
“i. CymmapHo = 1024 3HAYMMOCTH MOJUTEeHHOT0 HACICTOBAHMSA
'§25 ITonureHHoe HaclIeZOBaHUE SIBISETCS BAXKHOMI
;_(i? I I KoHuenuue. OHO CITY>KUT TeHETHUYECKOW OCHOBOM /IS
| |

OTpOMHOT'0O 4YHCJia IIPU3HAKOB, BOBJICHCHHLBIX B
CCIICKIHNIO )XUBOTHBIX U paCTeHI/If/'I, B CCIIBCKOM

1 10 45120 21025221012045 10 1

XO3sIICTBE U B aKBaKyJbType. Takue npu3Haku Kak JAJIMHA, Bec, (hopma Tena y >KUBOTHBIX, pa3Mep U
YHUCJIO CEMSIH Y 3€pHOBBIX PACTEHUM, MOJIOYHOCTD U BBIXOJI MSICA Y CEIbCKOXO3SIICTBEHHBIX )KUBOTHBIX,
SAWLEHOCKOCTD y KYp, IJIOJIOBUTOCTh y PHIO U 0€CIIO3BOHOYHBIX, - BCE OHU MPECTABIISIIOTCS, KaK
HAXOJIAIUECS MO MOJUTCeHHBIM KOHTPOJIEM. Ba)kHO OTMETUTh, UTO HACJIEAyEMbIH T€HOTHUII
YCTaHABIIMBAET NOTEHIIUAIBHBIN CIIEKTpP, B MPEesiax KOTOPOrO PeaTu3yeTcsi KOHKPETHBIA (DEeHOTHII.
Opnnako (pakTOpsI Cpebl ONPEALIISIOT, HACKOIBKO JaHHBIA TEHOTHUI OyIeT peaan3oBaH. B
CKPEIINBAHUAX, OMMCAHHBIX BBILIE, MBI MPEMOaraii, YTO OpraHU3Mbl Pa3BUBAIUCH B ONTUMANIBHBIX
YCJIOBHSIX, KOTOPblE€ MUHUMHU3UPYIOT U3MEHUYMBOCTh, BOZHUKAIOIIYIO OT Pa3JIMUYHbIX UCTOYHUKOB.
Pa3noxxuth Ha KOMIOHEHTHI JaHHYIO0 U3MEHUMBOCTh — ATO CHelHanbHoe 3a1a4ya renetuku KI1.

11.3. MABHbIE 3AAAYU TEHETUYECKOI'O UCCJIEQOBAHUA
KONMMMYECTBEHHbIX NMPU3HAKOB

Kak nanbosiee BaskHbIe, HEOOXOJMMO OTMETHUTH TPH 3a/1a4n: 1. AHAIIN3 XapakTepa pacripeaeIeHus
u u3mMeHunBocTH KII BHyTpH U MeXy BEIOOpKaMU MU CEICKIIMOHHBIMU JTUHUAMU. 2. OLleHUBaHNUE
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kodddurmenTa Haciaeayemoctu. 3. Onpenenenne unciia reHoB, koutponupyronux KII. [Tocmeaamii
BONPOC MBI He Oy/IeM paccMaTpuBaTh 37€Ch, TAK KaK PACCMOTPENH €ro BKpaTIIE paHee, B KOHIIe
npeapiaymero pasaena 11.2.
1. AHasu3 xapakTepa pacnpeaejeHus U U3MEeHYUBOCTH

Ormpenenienne xapakTepa Wik BUIa PaclpeiesiCHUs SIBISICTCS BaXHBIM, IIOCKOJIBKY OHO TOMOTAET
MPUMEHSATH COOTBETCTBYIOIIEE TEOPETUUECKOE paclpeAeNieHUe ISl TOTO WM HHOTO UCCIEAYEMOTO
npusHaka. O6sraHO pacrnpenenenue KII nmpoBepsieTcst Ha ero COOTBETCTBUE HOPMATBHOMY
pacnpeieNieHuIo, WK 00Jiee YaCTHBIM CIIy4asiM, OMIHCHIBAEMBIM, HAITPUMEP, PACIPEICTICHUSIMU
Croronenta u Gumepa (- u F-pacnpenenenus). Tak, Ha IepBOM dTale aHAIM3a MbI JIOJDKHBI JTHOO
MPUHATD, TUO0 OTBEPTrHYTh HYNb-rUNOTe3y (Hn), 4TO BapHallMOHHBINA Psii U OLIEHKH €T0 U3MEHUYHUBOCTH
CTATUCTUYECKU 3HAYMMO OTKJIOHSIOTCS OT HOpMalibHOTO pacnpenenenus: Hp >= P >= 0.95 (p <= 0.05)

wu Bbiie (cM. Pasaen 11.1). TecroBsie ctatucTruku 1uist mpoBepku Hn MOTYyT OBITH pa3InyHBIMU: XU-
KBaapar (X2Ha6n. < X2oun 1), t-, F-ctatuctuka u npyrue. Ha Bropom sTarne anaian3a Mbl JTOHKHBI IPUHSATH
WK OTBEprHYTh Hp 00 OAHOPOIHOCTH CpaBHUBAEMBIX BHIOOPOK. DTO BBHIMOIHSIETCS C UCTIOIB30BAHUEM
CPEIICTB AUCTIEPCUOHHOTO aHAIN3a, €CJIM CPaBHUBAIOTCS OoJiee YeM JIBe JIMHUU WM BHIOOPKH, HIIN
IIOCPEACTBOM /-CTATUCTUKH, ECIIM AHAIU3UPYETCS Napa BbIOOPOK, KaK Mbl BUJIENH 3TO PaHEE.
AHaJOTUYHO, MBI PEIIMM HECKOJIbKO YUCIEHHBIX TPUMEpOB B Xoje [IpakTtuueckoro 3ansatug 11, ¢
ucnoas3zoBanueM nakera STATISTICA. KTo-To MOXeT nmoagymaTh, YTO MOHSTH JUCIIEPCUOHHBIN aHAIIN3
(ANOVA) tpynHo. B peaibHOCTH ke HjIesl TUCTIEPCUOHHOTO aHAIM3a MPOCTa JIsi OOIBITMHCTBA
IPUMEPOB MCCIEA0BaHNUS, K IPUMEPY, IPUPOIHBIX NOMYJISILUA. DTa UAEsl OCHOBBIBAETCS Ha CIEAYIOLEM
paBeHCTRBeE:
o2, =02, + 02, (11.5)
31ech 02y — 9TO CyMMAapHast IUCIIEPCHSI, 02, — MEXKTPYIIIOBAs TUCIIEPCHS U 02, — CPEJIHss
BHYTpHUrpynmnoBas aucnepcus. B renernueckom ananuse KII gucnepcust MoxeTt ObITh pa3iokeHa janee
Ha KOMIIOHEHTBI, B 3aBUCHUMOCTH OT CJIO’KHOCTH HCCJIEIOBAaHUS U CXEMbI CKPEIIUBAHUS (Mbl YBUIUM 3TO
Huke). Ha mepBom 3tane reHeTuKy npeanovynTaroT IpeCTaBUTh CYMMapHYIO JUCIIEPCUIO CIIETYIOIINM
obOpazom:
02py = 025+ 02, + 02 (11.6)
I'ne 02,y (=02y) — 510 CyMMapHasi 1K GEHOTHITHYCCKAs AUCTIEPCHS, 02 — TEHOTHITNIECKAs THCIICPCHS,
02, — mucniepeust, 00yCIOBIEHHAs CPENOH U §2 — KOBAPUAIMOHHBIN WieH ypaBHEHUS (OOBIYHO
MPEHEeOPEKUMO Mal M MOXKET OBITH OIMYIICH).
2. Onpenenenne ko3gpuuueHTa HaCaeIyeMOCTH

[Tonmydenue onieHkH ko3 uiireHTa HacIeAyeMOCTH - 3TO OJJHA M3 CAMbIX Ba)KHBIX 33]1a4 B
reretuxe KI1. B nieiom HecnosxHO BBecTH Kod(puimenT Hacaemayemoctu (h2), mocne onpesenenus, Toro,
YTO MPEACTABIAET COO0M cyMMapHasi JUCTIEPCHs, @ TAKXKE €€ KOMIIOHEHTBL. ITO MOXKHO C/Ie€IaTh UCXOIs
u3 11.6. Takum 006pa3om, MOXKHO ONIPEACIIUTD, YTO
HacsienyemocTs B miMpokom cmbicie (h2;) — 310
h2, =02,/ a2y, (11.7)
To ectb, Hacaexyemocts KII — 3T0 101 reHOTUITYECKOi TucTiepcuy B 001Iel H3MEHUYMBOCTH MPU3HAKA;
h2; — 510 KOOY)PULHMEHT HACIIEYEMOCTH B LIMPOKOM CMBbICE. JlUcriepcust 02 ABIAETCS CIOKHOM MO
cBoeit mpupoze. Tak, uto 62 = 62, + 62, 62), e 02 , - 9T0 AAUTHBHAS IUCIEPCHst, 02 ) U 02 | —
BHYTPUJIOKYCHAsl U MEKJIOKYCHAasl JUCIIEPCUH B3aUMOIEUCTBUS (TIepBast - OTKJIOHEHHE JOMUHHUPOBAHUS
WIN OTKJIOHEHHE OT aJJIUTUBHOCTH aJIeNIbHBIX 3()(hEeKTOB, BTOpasi — OTKIOHEHUs], 00yCIOBICHHbIE
snucratndeckumu 3 dekramu). [TorTomMy, MOXKHO cKa3aTh, 4TO
Hacsienyemocts B y3kom cmbicie (h2,) pasna:

h2, =02,/ 02,y =02,/ (02, + 02 + 62, 62)). (11.8)
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Brusiuue 02, IpeHeOpekNMO MaIIo U TaKKe MOKET OBITh OMyIIEH0. Kak OmpenenuTs reHOTUIHYECKY O

JMCTIEPCHIO, 02 U IpyTHUe aucniepcun? DTo Hanbosiee BaKHBINA BOMPOC B reHeTnueckom anammse KII.
HNwmerorcsa CIICIUAJIBHBIC TCHETHUYCCKUC IMTPUCMBbI, KOTOPBIC MMO3BOJIAIOT PA3JI0XKUTL JUCIICPCHUIO HA
KOMIIOHEHTHI, U MBI TIO3HAKOMUMCS C HEKOTOPBIMH U3 HUX HIDKE. J[o 3TOro, mprBeaeM OUuH NPOCTON
IPUMED, KOTOPbII MOJIE3€H B IOHMMAHUHK CyIIECTBA BhIsBIEHUs 02 . [IpencraBum cebe, 9To mMeeTcst
KJIOH, - 2PYNNA 2eHemu4ecku uOeHmu4YHbX opeanu3mos. B penenax KjJoHa BCd U3MEHUYUBOCTD
OMpCACIISICTCA TOJIBKO CpGI[Oﬁ, TO CCTb, paBHA O'2E Ecmu mb1 MIpOBCACM aHAJIM3 MHOT'UX KJIOHOB, TO

OmnpeacimM BCHO WJIK CYMMAapHYHO UBMCHYNBOCTD, O-ZPH' Takum 06pa30M, MBI MOXEM BBIYHCIIMTH

FEHOTHITHYECKYIO IUCIEPCHIO, 02 = 02py - 025. Takast IOruKa MOKET ObITh IPUMEHUMA JIaJIee K

pa3IMYHBIM T€HETHUECKUM YPOBHSM POACTBEHHOCTH: MHOPEIHBIM JIMHUSAM, CEMbIM (CHOCHI, TIOTYCHUOCHI
u T.11.). [ToJIe3HBIM SBIISICTCS TAK)KE OIICHUTDH PE3yJIbTAaThl HCKYCCTBEHHOTO 0TOOpA.

11.4. HACJIEQYEMOCTb

HckyccTBeHHBbIH 0TOOP

[Ipornecec moadopa crenranbHOM rpyNIbl OPraHU3MOB U3 HCXOTHO TeTEpPOTreHHON MOMYJIISINH IS
CEJIEKLIMOHHBIX MEPOIPUATUI Ha3bIBACTCA HCKYCCTBEHHBIM 0TOOPOM. OTHOCUTEIBHO BBICOKHE
3HaueHus A2 IpenosaraoT, 4To 0T60p M0 M3MEHEHHIO MOIYJISAIUK OyaeT yernemHbM. Kak Bbl MOKeTe
ce0e IpeACTaBUTh, OCHOBBIBASCH HA MPEBIAYLIEH HHPOPMALINU, U3MEPEHHE KOMIIOHEHT, HEOOXOJMMBbIX
ISt BBIUMCIeHust h2 — 5T0 OBOJILHO CIIOKHOE 3aHATHE. IIPOCTOI MOAX0 BKIIOYAET OLEHKY
LEHTPaJIbHBIX TEHJACHIUH (CpEeHNX) IPU3HAKA HA OCHOBE:!
(1) ponurenbckoii momysuuu (M), IposBISIONIEH HOPMaJIbHOE paclpeesiCHUE,
(2) oTOOp yacTu poauTenbekoit nmomymsauu (M), kotopas obiaanaer Hanboee MoAXOIAIIIMHU
3HAYCHUSMHU H3y4aeMOTO KOJMYECTBEHHOTO MTPU3HAKA, U
(3) ucnonb3oBaHue MOTOMCTBA (M2), BOSHHUKIIIETO OT CKPEIIUBAaHUS OTOOpaHHBIX M TpyI.

Koraa Bce 3TO BBINOJIHEHO, TO CYIIECTBYIOT CIEAYIOIIME COOTHOMIEHUS MEXK Ty cpeaHuMu u h2:
M2 =M + h2(MI - M). Pemenue s1oro paBeHcTsa ais h2 naer:
h2 = (M2 -M1)/(MI - M). DT0 COOTHOILEHHE B CBOIO OYEPEH MOKHO YIIPOCTHTH, onpeaenss M2 — M1
Kak oTBeT (R), a M1 — M kax cejekunonubiii nuddepenuman (S). 3necs 72 oTpaxkaet H0I¥0
(akTHUECKOro OTBETA HA OTOOP IO OTHOMICHUIO K CYMMapHOMY BO3MOKHOMY OTBETY. TO ecTs,
h2=R/S. (11.9)
DTO TaK Ha3bIBaEMas peain3oBaHHas HacaexyemocTh. Hanpumep: A2 = (13-20)/(10-20) = -7/-10 = 0.70.

Camblii ITMHHBIA, U3 KOTAa-THO00 MTPOBOIUMBIX CEIEKIIMOHHBIX YKCTIEPUMEHTOB, 3TO CEIICKIIHS B
["ocynapcTBeHHOM cenbckoxo3sicTBeHHOM JabopaTopun Minunoiica (CIIA). Hauunas ¢ 1896 rona,
KyKypy3a oTOMpaiach B IByX HalpaBJICHUAX, HA YBEIMUCHNE M HA CHIDKCHHE cojiepkaHus Macia. [Tocie
76 OKOJICHUI UCKYCCTBEHHBII 0TOOp BCe elle JaeT yBeauueHue cojepxkanus macia (puc. 11.4.1).
HacnenyemocTts HEKOTOPBIX X03sHcTBEHHO BaKHBIX KII y paznuuHbIX opraHu3MoB cyMMupoBaHa B Ta0d.
11.4.1. Bneuatnsromue pe3yabTaThl OTBETa HA 0OTOOP MOJTYUYEHBI B 10cOoceBOACTBE (puc. 11.4.2).
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19 - —
18+ (0.12) " Puc. 11.4.1. Omeem na uckyccmeenmwlii
17} . 0mOOp 6 MHUU KYKYPY3bl HA 6bICOKOE U
16k OT60p Ha BhICKOE CopepxaHue Macna | HU3KOE COOepIICanue MAcid, nPO8oOUMbLLL
76 noxonenuu.
| Yucna 6 ckobkax Hao nokonenuamu 9,
25, 52 u 76 ona eepxmeli Kpusou
NOKA3bI8AIOM GbIYUCIEHHbIE 3HAYEHUS
Ko3¢hpuyuenmos naciedyemocmu 8
npoooaxcarouemcs skcnepumerme. Ilo
npowecmauu 50 noxonenuii KO3 duyuenmoi
Hacnedyemocmu CHUUIUCL 8 MpU pasd, HO
0CmMaromest 00CMamo4HoO 8bICOKUMU, YMOObL
obecneyusams npupocm evixooa macia (Ilo
Klug, Cummings, 2002).
Fig. 11.4.1. Response of corn selected for
high and low oil content over 76
generations. The numbers in parentheses at
generations 9, 25, 52, and 76 for the "high
oil" line indicate the calculation of
055 20 % 40 s e 0w heritability at these points in the continuing
Mokonexus experiment (From Klug, Cummings, 2002).

Beixoa macna, %

OT16op Ha HM3KOe codepXxaHue macna

Puc. 11.4.2. @openv, omobpannas na
yeenuuenue niodogumocmu J1.
Jonanvoconom (L. Donaldson).

Veenuuenue nnodosumocmu
cocmasuno om 3000 suy ons pvib 6 Oukou
nonynsayuu (6Hu3y) oo npumepro 30000
auy y camku “Crosu’” (86epxy).
Hacnedyemocms ne ovina onpeodenena (Ilo
Hines, 1976).

Fig. 11.4.2. Trout selected for fertility by
L. Donaldson (Hines, 1976).

The increase is from 3000 eggs in
wild fish (bottom) to some 30000 eggs in
“Susie’s” body (top). Heritability was not
detected.
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Tabnuua 11.4.1. OUEHKN HacneayeMocTy Y pasfnnuHbix opraHnamos (h2, %)
(Mo Allendorf et al., 1987 n Klug, Cummings, 2002)

Table 11.4.2. Heritability estimates (h2, %) (From Allendorf et al., 1987, Klug, Cummings, 2002)

Bud, npu3sHak h?
Yenosek
Poct 65
Cuctonuyeckoe gaBneHne Kposu 48
KpynHbili po2ambili ckom
Bec tena (B3pocnbie) 65
Bec npu poxageHun 51
YaonHocTb 20-44
JKMPHOCTb MOSoKa 40
YacToTa 3a4aTtus 3
C8UHbSs
OTknagbiBaHMe CNMHHOIO cana 70
MpnbaBka Beca B A€Hb 40
HomawHsis nmuya
Bec Tena (B 32 Hegenwn) 50-55
Bec any (B 32 Hepgenn) 50
ANLEHOCKOCTb 20
BbikneBbiBaEMOCTb U3 AKL 15
Osua
[nameTp BONoca 20-50
Bec Tena 20-40
Mbiwb
[nuHa xBocTa (B 6 Hegenb) 40-60
Bec tena (B 6 Hegenb) 35-37
YucneHHOCTb NomeTa 15
Drosophi