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METO/IbI HESL IJISI AHAJIM3A TEHETUYECKHUX PA3JIAYAN MEXITY MOIMYJIAIUAMU
Ky3nenos B.M.

Deoepanvrulil acpapuwiti Hayuusiil yewmp Cesepo-Bocmoka
um. H.B. Pyonuyroeo, Kupos, Poccuiickas @edepayus

KitoueBpiM BoOmpocoM TpH OMpeAeNieHHH W W3MepeHHH MuddepeHIraniui JTO0BIX  ITOMYJIISIIHA
SIBIIIETCS.  KOJMMYECTBEHHAs] OIEHKA HECIy4aHOTO  PACIpeNeNeHds TEeHEeTHYeCKOH H3MEHYHBOCTH.
Hccnenopanus NUBEPTreHIMH BUIOB M TCHETUYECKOH MudQdepeHIrauy NOMyIsanuid TpeOylT aHaiu3a U
TeTEPO3UTOTHOCTH (pa3HOOOpa3usi) U TEHETUYECKUX PACCTOSHUM (JUCTaHIWN), KOTOPbIE M3MEPSIOT pa3Hble
aCTMeKThl W3MEHYHMBOCTH. 3HAHWE TOTO, KaK TEHETHYeCKas W3MEHYHBOCTh PACHpPEIeNIeTCS MEXIY
MOMYJISIIUSAMY, UMEET BaKHBIC IMOCIICICTBHS HE TOJIBKO JUIsl SBOJIFOIIMOHHON OMOJIOTUU M SKOJIOTHH, HO W JIJIS
pa3BeACHUS U COXPAHEHUS MOPOJ MPOAYKTHUBHBIX KUBOTHBIX. IMEIOTCS pa3IMuHbIC METO/IbI M KOMITBIOTEPHBIC
MporpaMMBl  JIISl  aHalNW3a TEeHEeTHYeCKOW w3MeHunBocth 1o Mapkepam JIHK (Mukpocaremmuram,
OJTHOHYKJICOTHIHOMY TOTUMOP(U3MY), KOTOPBIE HCIIONB3YIOTCS MPHU HMCCICIOBAHUY IMOMYISIANA YKHBOTHBIX.
Bmecre ¢ TeM TIeHETHKO-MAaTeMaTHYeCKHE OCHOBBI METOJOB B POCCHMCKHX ITyOJUKAIUSAX OTPaKCHBI
HEZO0CTaTOYHO. WX paccMOTpeHHe W SBISUIOCH IENBI0 HacTosmedl paboTel. B dWacTHOCTH, IMpencTaBiICHBI
noaxozabl Hest (Nei, 1974-1994) k oreHKe T€HETHYECKUX PA3IHUMidi MEXKIY MOMYJISAIUSIMHU, Oa3upyrONIHecs: Ha
BEPOSITHOCTH UJCHTUYHOCTH CIIyYailHO M3BJICUEHHBIX T€HOB B IIpeeiax U MEXAy MOMyJsusiIMu. B oTimune ot
uHAcKca (ukcanmu Palita I IUaIeNbHOTO JIOKYca, CTaTUCTUKU Hesl BhIpaKeHBI B TEPMUHAX BHYTPHU- U
MEXTIOIyJISIIUOHHOTO TEHHOro pa3zHooOpasms. [lpenmcraBieHsl QopMynbl pacu€Ta MApHBIX TEHETHYECKUX
JUCTAaHIIMHA M CBOAHBIX OIICHOK TE€HHOM muddepeHuuanuy nonyisiiuid. Ha dYucleHHBIX mpuMepax
WUTIOCTPUPYIOTCS: TPEIBAPUTENBHBIN Y -TECT pa3iuuvs aUIeJbHBIX NPOQWICH MOMYJISIUA, pacuEThl
HECMEMIEHHBIX OIEeHOK MUHUMANBHOH (UDy,in), cranmaptHOi (UDy) m makcumanbHON (UDy,y) TeHeTHueckux
JUCTAaHIINH, CBOJOHBIX OlleHOK abcomoTHOU (UDst) m otHOocuTenbHOU (UGst) TeHHOU muddepeHIanim, ux
BapHaHC M CTaHJAPTHBIX OIIMOOK. Mepbl TeHHOro pa3HooOpasus Hes mpuMeHUMBI K JIIOOBIM IMOMYJISIIASIM
HE3aBHCHMO OT 4YHCIa JIOKYCOB, IMOJMMOP(MHOCTH ayieliell B JIOKyce, HaJW4dusl DBOJIOIHMOHHBIX (PaKTOpOB
(MyTanwii, Murparyn, apeiid reHoB u otoopa). Onenkn reHHol nuddepeHnranuy 1 reHeTHYeCKUX TUCTAHIUI
Hest mo MoJeKkynspHO-TEeHETUYECKUM MapKepaM MOTYT CITy>KUThb IICHHOW JIOTIOJIHUTENHHON WH(pOpMaIUel,
TIO3BOJISIONIEH CEJeKIIMOHEpaM B COBOKYIMHOCTH C TPAJAUIMOHHBIMH M OHOMETPUYECKUMH METOJaMHU
MPUHUMATE TIPABWIIbHBIE PEIICHUS IO Pa3BEICHHIO, YIYYIIECHHIO, KPOCCOPUIMHTY M COXPAaHEHUIO IOpPOJ
MPOJYKTUBHBIX KHUBOTHBIX.

Kntouegvie crosa:  eemeposucomnocme, —eeHemuyeckoe — pasnoobpasue,  2eHemuueckas — OUCMAHYUA.
K0 huyuenm cennoii ouggepenyuayuu

Ipobnemvr buonocuu npodykmuenwvix scusomuvix, 2020, 1: 91-110
Brenenne

CXOIICTBO WM DPA3NWYHe MPHUPOAHBIX TMOMYJSIIUNA IO THITY, CTEIIEHH M XapakTepy Te€HEeTHYECKOi
W3MEHYMBOCTH MOTYT OBITH PE3yJNbTaTOM KOMIUIeKca (akTOpoB. Tak, FeHETUYECKOE CXOJACTBO MOXKET OBITh
00YCIIOBJIGHO TEM, YTO MOMYJISIIIAU TOJILKO HAYaIH JUBEPTUPOBATh, HIIM MEXKIY HUMH CYIECTBYET TIOTOK T€HOB
(MuTpanus), UM UMEeT MECTO HE3HAUMTENbHBIN apeli) TeHOB u3-3a UX OOJBIION YMCIEHHOCTH, WM OTOOD B
OJMHAKOBOW CTENEHU BIHMSET HA CXOXKHE JIOKYCHl. Pasnuuus MexIy HOMyJSIIUMSMH MOTYT OBITh BBI3BAaHBI
JOJITOBPEMEHHON H30JIALMEH M OTCYTCTBHEM MUIPAllMW, WM CIy4YallHBIM TEHETHYECKUM Apeidom, uiu
muddepeHInpoBaHHBIM O0TOOPOM. B peanbHBIX YCIOBHAX MOTYT JAEHCTBOBATh HECKOJNBKO WM JIaxke
MHOXecTBO (hakTopoB (Hedrick, 2003). B pa3BeneHNH NMpPOIYKTUBHBIX >KUBOTHBIX T€HETHYECKUE Pa3IUUMS
MEXIy TMOpoJaMH, IJUHHUAMH, CTajaMH (XO3AHCTBaMH) MOTYT OBITh CIIEACTBHEM pa3HBIX Leneil u
UHTEHCUBHOCTH CEJIEKLIUM, YHUCICHHOCTU IIOTOJIOBbS W MacluTaba HCIOJIB30BAHUS «JIYYIIEr0 MHPOBOIO
reHO(OH/1a», CUCTEM BOCIIPOM3BOJCTBA (UCIIOIB3YETCsl MM HET UCKYCCTBEHHOE OCEMEHEHUE, TPAHCIUIAHTALUS
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SMOpPHOHOB, CEKCUPOBaHHAS criepMa). McciaenoBaHus AUBEPTEHINA BUIOB U TeHeTHUECKON auddepeHImanim
MOMYJSIIAN TPeOYIOT aHalM3a M TeTePO3UTOTHOCTH (pa3HOOOpa3usl) M TeHETHUECKUX PACCTOSHUH (pa3nndimii),
KOTOpBIE HM3MEPSIOT pPa3iUyHble acleKThl W3MEHYMBOCTH. AJUleNbHOE (HYKJICOTHAHOE) pa3sHooOpasue u
TeTEPO3UTOTHOCTh  OLICHMBAIOT B3BEIICHHYIO H3MEHYMBOCTH 0COOCH B MOMyNALUSAX, TOrZAA Kak
TUCTAHINSA/CXOACTBO W CBOJAHBIE K03 duumeHTs! muddepeHnrnanui U3MepsioT MONapHble WM TPYIIOBEIE
(cBOAHBIC) pa3IHUMs MEXKIY MOMYJSIUSIMU IO MAPKEPHBIM T€HAM WIJIH MOJICKYJISIPHBIM IIOCIIEI0BATEIBHOCTSIM.
3HaHME TOro, Kak TEeHETHYecKass HM3MEHUMBOCTH paclpeiesisieTcs] MeXAy MOMyJIAlusMU, HUMEET Ba)KHBIE
MOCTIEACTBAS HE TONBKO IJISi HBOJIOLNMOHHON OHWOJIOTWH W DKOJIOTHWH, HO W JUIA Pa3BEIEHUS] M COXpPaHEHHA
MOPOJ CENbCKOXO3AMCTBEHHBIX JKUBOTHBIX. B dWacTHOCTH, Han&XHbBIE OIEHKH Te€HETHYECKHX AWCTAHINA U
ko3P uumeHToB qudQepeHInanuyu IMEIOT peliaroliee 3HaueHne AJ1s1 TOHUMaHHUsI TeHeTHUYECKUX OTHOLICHHUH
MEXIy MOMyIAnusMU (TPYNIIaMi) >KHBOTHBIX W TIPEACTABISIFOT COOOW TOKazaTend, HEOOXOTUMBIE IIPH
pa3paboTKu cTpaTeruil pa3BeeHNs MOPOI U COXPaHEHUS TeHO(MOHTHBIX CTa.

CornacHo HEOAAPBHUHUCTCKUM BO33PEHUSIM, HOBBIM BHJ BO3HUKAaeT B pe3ynbrare AuddepeHuuanuu
M000# MOMyISINK, OTHOCSIICHCS K HEMY, KOTOpasi MPOSBISICTCS B MOCTENICHHOW JUBEPTCHIMH HAa YPOBHE
reHooHna. B ocHOBe MUBEpreHINH JEXKHUT MPOIeCC MOCTENEHHONW 3aMEeHBl OJHUX ajlieNeld OnpeaenEHHbIX
TeHOB Ha Jpyrue. B mporecce muBepreHIMH IBYX MOMYJSIIUNA BCE MEHbBIEE YHCIO T€HOB MMEET ajlIeiH,
KOTOpBIE BCTpPEHaroTCss B 00eHux momymsnusx. Korna 3akaHuuBaeTcsi MpolecC BUA00Opa30BaHUs, HJSI BCEX
TeHOB CYIIECTBYIOT aJUIeNM, XapaKTepHbIE TOJNBKO A OMHOW W3 momynsiuil. Ilpm 3ToM reHermueckoe
CXOJICTBO CTAaHOBHUTCS PAaBHBIM HYIIO W HOBBIN BHJ MO0 MOP(OIOTHIECKHM MPHU3HAKAM CTAHOBUTCS OTIHYHBIM
ot nepBonadansHoro (https://ru.wikipedia.org/wiki/Heonapeunusm). [lo HelTpaibHO TEOPUH MOJICKYIISIPHOM
SBOJIOIMH, OONbIIAs YacTh MYTAIMOHHBIX 3aMEIICHUI B XOJ/€ SBOJIONMH OOYCIIOBJICHA HE MOJOKUTEIHLHBIM
JAPBHHOBCKAM OTOOpOM, a CIyYailHBIM 3aKpeIUICHHEM HEUTPANbHBIX WM TOYTH HEHUTPaJbHBIX MYTaIlHid
(Kimura, 1985). BuyTpuBHIOBasi MOJCKYJSpHas T'CHETHYECKas HW3MEHYHMBOCTb, MPOSBISIONIASACS B BHUJE
nonuMopduzMa OENKOB, CENEKTUBHO HEHTpalbHa WM TOYTH HEWTpaimbHa. OTOT MNOIUMOPHU3IM
MOIIEPKUBACTCST B TOMYJIAIMSIX JIIOOOTO BUAA OJlarofapsi paBHOBECHIO MEX]Ty MYTAIMOHHBIM TPOIIECCOM U
cilyyalHOM »numuHanued win ¢ukcanmed amieneil. OCHOBHBIMH (aKTOpPaMH MOJIEKYJISIPHOH 3BOJIIOLIUH
SIBJISTFOTCS MYTAIlMOHHBIH MPOIIECC U CITyYalHbIN JApeii() TeHOB.

Jia m3ydeHusl TEHETHYECKHX IIPOIECCOB B IIOAPA3IENEHHBIX MOMYISANUAX PalT mpemioxkun Tpu
nHAeKca ¢pukcanun: Fis — koaddunmeHT MHOPUAWHTAa HHIUBUAOB BHYTpH cyomonymsmwmii, Fir — koadpunment
WHOpUMHTAa WHAWBHIOB B OOBeAMHEHHOW monyssiuuu u Fst — xoadduimeHT mexcyOnomyssimoHHbBIX
reHeTrueckux paszmumuuit (Wright 1943, 1951; cm. taxke Kuznetsov, 2014). Muaekcel 6azupoBaluch Ha
OJTHOJIOKYCHOW JTMAJUIENIEHOW MOJIeNN TOIYJIANNH, YTO JeJall0 UX MpuMeHeHue npobiaemarndHeiM. B 1970-x
rogax Heiwr (Nei, 1971, 1972, 1973, 1977, 1978, 1987) momudunupoBan uHaekcel (ukcanuu Paiita,
MPEUTOKUB WHON TOJAXOM K HMCCAeI0BaHUIO moapasfaenéunusix momyssiuid. He#r (Nei, 1973) mokasam, uto
TeHHOe pa3HooOpa3ue BO BCEW MOMYNSIMA MOXKET OBITh PA3JIOKEHO Ha JBE KOMIIOHEHTBHI: BHYTpU- U
MEXCYOTIOMyISIIHOHHOE TeHHOE pa3HOOOpa3ue, eClii TeHHOE Pa3HOOOpa3re MOHUMATh KaK reTepO3UTrOTHOCTD
no Xapau-BaiinOepry. B teopun Hes renHoe pasHooOpa3sue ompenensieTcs MyTéM HCIOIb30BaHUS T'€HHBIX
9acTOT TEKYIIeW reHepaliy, Mo3TOMY HET HEOOXOAMMOCTH B MPEATIONOKEHUIX O POJOCIOBHBIX WHAWBHIIOB,
orbope ¥ MUrpaldd B MNPOUUIOM. [‘eHeTHYecKkHe [IUCTaHUMH M CBOJHbIE KO3()(UIMEHTH TEHHOU
muddepennmany nmo Hero He 3aBUCAT OT MJIOWJHOCTH OPTaHW3MOB (IWIUIOMAHBIE WIH TIOJHIIOWTHBIE),
PENPOAYKTUBHOM cHCTEMBI (IIOJIOBOE WM OECIojioe pPa3MHOXKEHHEM), KOJMYeCTBA W  YHCIEHHOCTH
cyononyisinuit. s metonoB Hest xapaktepHsl «mpocTasi GOpMYJIMPOBKA, JIETKOCTh MPUMEHEHUSI U SICHOCTD
ouonormueckoro cMeicia» (Kimura, 1985).

Mepbl TeHHOrO pasHooOpasuss Hes Hambojee YACTO HCHOJIB3YIOTCS B OHO-300TEXHUYECKUX
uccnenoBanusax usMeHuuBocTH JIHK-mapkepoB, HO MX ONHMcaHHE B POCCHHCKMX MYONMKALMSIX OCBEILECHO
HezpocTtaToyHo. Llenb naHHO# paboThl — pacCMOTPEHUE TeHETUKO-MaTeMaTHYECKOH OCHOBBI TaKMX CTATHCTHK
Hes, xak MHUHWUMalbHAs, CTaHIApTHas W MAaKCHMalbHAas TCHETHYECKHE JUCTAHIUH, KOI(PPUINEHTHI
a0COJIFOTHOM M OTHOCHTEJIbHOW TeHHOW AuddepeHiuranuy monyisuui. Jus jgydinero NoOHHMMaHUS METOZ0B
MPEICTaBIUIOCH LENeco00pa3HbIM AaTh THIOTETHYECKUE MPUMEPHI, HIUTIOCTPUPYIOIIUE NPOLeayphl pacuéra
3THX CTaTHUCTHK.


https://ru.wikipedia.org/wiki/Неодарвинизм
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IpoBepka BLIGOPOK MO > -KPUTEPHIO

C TeopeTHYecKOW TOUYKW 3pEHHUS, CTATUCTUKW Hesl MOMKHBI BBIYHCIATHCS MO MOMYJSIHOHHBIM
YacToTaM ajulesiell BCeX JIOKYCOB T€HOMa, HO Ha MpaKTUKE Takoe o0cienoBaHue HEBO3MOKHO. Kak mpaBuio,
cTaTuCTUKY Hes olleHMBaroT 1o cirydaifHO BRIOpaHHOMY W3 MOMYJISINN HEKOTOPOMY YHCITy O0COOeH U aHaIn3y
HEKOTOPOTO CIIy4aitHOTO yKcia JOKycoB. [103ToMy OlLleHKE CTATHCTHUK JOJIKHBI MPEIIIECTBOBATh JBa Mpolecca
PAHOOMU3UPOBAHHO20 0TOOPA: 0CO0eH (TCHOB) M3 MOMYJISIIUIA U JIOKYCOB U3 TCHOMA.

Ilepen aHanM30M T€HETHYECKOTO Pa3HOOOpa3ns BRIOOPOK PEKOMEHAYIOT OIMPENENITh CTATHCTHIECKYIO
3HAYUMOCTh MX Pa3IMYdil MO0 BHIOOPOYHBIM YacTOTaM ajuienei kaxmoro Jyokyca (Weir, 1995). Jlnst storo

ucnonb3yror y2- kpurepuit (Workman, Niswander, 1970). y?-kpuTepuii mis IpOCTOro JOKyca (YHMCIO

BBIOOPOK S = 2; YHCJIO JIOKYCOB (reHOB) M = 1, yucio ateneil (auiebHBIX COCTOSHHN TeHa) T = 2; YHCIIO0
cremneneii cBoboasl df = (s-1)(r-1) =1):

s — NS
2= Zi (2n;)p? - pZi (2n;) pi
Pq
rae P - OTHOCHUTEJIbHAS YacTOTa P-OW a/ieNd B i-0if BBIOOpKE M Nj - 4HCIO 0coOell B i-0if BBHIOOPKH; N=Zni ;
— S — —
p=mpi/N; G=1-p.

AIEKBAaTHO COOTHOIIIEHUE:

SW: D2 — B2
PR IL
p (1-p)
roe Wj = ni/N — «BECY» I 1-0# BEIOOPKH.

BelpakeHue B yuciuTesne — 3TO B3BEIIEHHAs BapuaHca p;

> wip?—P? =3 w;(p;—P)2 = 3.
Torna:
o}
¥2=2N——— =2NF,
p(L-P) ST

rie  Fst — mexcyOnonynsuonmbli unaexe ¢puxcamn Paiira ( Fsr = o3/p(1-p).
U3 cooTHOmICHHs 1Isi §° ciiexyer: Fsr= y2/2N . JIns MyJlbTHAJUIEIBHOTO JIOKYyCa Y-KpUTEpHil eCTh
(5=2, r>2, df=(s-1)(r-1) = (r-1)):

r Grz)
2=2N — k|
x 2 P 0-Py)

— s
rac Py = Zi WPk, u ng — BapuaHca 4acToThl k-oif ajenu.

Bennunna XZ A7 M JIOKYCOB IIPEACTABIISICT CyMMY 3HAYCHUI Xz AJIL KaXI0ro JIOKyCa U HMCCT
CyMMapHO€ 4YUCIIO CTEICHEH CB060,Z[I:I. Ecimm mo pe3yabTaTaM X2-T€CT3, HYyJICBas runoTe3a Ipu KpUuTUYCCKOM

ypoBHe cratuctuueckoii 3Haunmoctu a=0,05 Oynmer orBepruyra (xzq)m, > Xé:o,os 1a6.), TO TIPHCTYIAIOT K
pacIIMpeHHOMY aHAJIN3y T€HETHIECKOT0 pa3HO00pasns BEIOOPOK.

Ipumep pacuéma x°. B Ta61. 1 1aHBI HCXOIHBIE OTHOCHTENBHEIE YACTOTHI AIUIENEH H Pe3yIbTaThl )2 -
TeCTa Ha COOTBETCTBHE T€HETHYECKHUX CTPYKTYP BBIOOPOK.

2

Pacuérel p; u Gp, Ha mpuMepe ajienu As, y*-kpuTepus Ha npuMepe JIoKyca B:
k

e 00Imas 1Mo AByM BEIOOpPKaM 4acToTa aurenn Az (aHAIOTHYHO IS A1, Ay, By, By):
EAS = Zf‘ w;p; =0,294x0,10+ 0,706%x0,21=0,1777,
rae W, =10/34=0,294 n Wy=24/34=0,706 — «Becay s nomyssmaid X u 'Y



94

e MEXBBIOOpPOYHAs BapHaHCa (GS ) 4acTOTHI ajienu Ag!
k

0k, =, Wip? ~p2=
=0,294x0,10? + 0,706x0,212 —0,1777* =0,0025;

o xz—KpHTepHﬁ TUTSL pa3IMIUi BEIOOPOK 110 ajuten Aj:
; 0,0025

(¢}
13 =2NL2-2x34 =0,9613;
s Pa, 1777

Y’-KPUTEPHiA 110 JTOKycy B (KpHTHYCCKOE 3HAYCHNME %2005 =3,84):

2.2 w, p? — p? 934 ((0,294x0,822) + (0,706%0,32%))—0,46 7
pa-p) 0,467(1-0,467)
XZ-KpI/ITepHI‘/’I, CyMMapHbIH 10 Jokycam A u B:
x2 =1,2857 + 14,1761 = 15,4618 npu KPUTHUIECKOM 3HAUCHUH X§:0‘05 =7,81.

x& =2N -141761.

Tabnuya 1. Y% -mecm na coomeemcmeue zenemuueckux cmpykmyp eu160pox X u Y

Jlokyc/ Yacrora, P , B BEIOOpKE = o2 XZ o X(21=O, 05
anests X (0=10) Y (n=24) ! P daxr. TabuL.
Jlokyc A
Ay 0,47 0,45 0,4559 0,0001 0,0124 - -
A, 0,43 0,34 0,3665 0,0017 0,3120 - -
Az 0,10 0,21 0,1777 0,0025 0,9613 - -
e - S 128 2 599
Jloxyc B
B, 0,82 0,32 0,4670 0,0519 7,55 - -
B, 0,18 0,68 0,5330 0,0519 6,62 - -
. - - 1418 1 384
B - - - - 15,46 3 7,81

Hcnonb30BaHHbIE JaHHBIE HE MO3BOJIMIIM BBISIBUThH Pa3iMyde BHIOOPOK IO 4acTOTaM ajulesiell JIoKyca
A. Tlo nokycy B u aBym nokycam (A+B) Benmumubl y° ObITM BBIIE KPUTHYECKHX 3HAYCHHI TPU YPOBHE
CTaTUCTUYECKOU 3HaUMMOCTH 5% (Tabmn. 1). CnegoBaTenbHO, BEIOOPKH UMENH pa3Hble MPOQWIN 10 aJUIeIbHBIM
9acToTaM. JTO JaéT OCHOBAHUE NPUCTYNUTbh K aHAJIN3y T'€HETHYECKOro paszHooOpasus mo Hero (3amerum,

nmuddepenimanys BHIGOPoK mo Paiity 6buta Fgp =% 2 /2N = 15,4618/2x34=0,2274 wnu ~23%).

I'enernueckue nuctanuun Hes

I'eneTnyeckas IMCTaHIMSA — 5TO MEpa FeHETUUECKUX Pa3InYiid MEXIY ABYMS MOMYJSUUSIMU (BUAAMHU,
MopoJaMu, JIMHUAMH, cTanamu). Mccnenys npupoaHeie cOOOMIECTBa, MOJaraloT, YTO TeHETHIeCcKas: AUCTaHLIUS
3aBHCHT OT BPEMEHH, MPOIIEAIIEro ¢ Havyaja AUBEPTEeHIINN CPAaBHUBAEMBIX MOIMYJIALNH, IMEIOIINUX B MPOILIOM
obmero mpeaka. Ilpy 3TOM UCHONB3YIOT OMNpENEICHHYI0 T'€HETHYECKYI0 MOJAEIb, B KOTOPOM
KOHKPETU3UPYIOTCS MPOLECCHl, NPUBOASIIME K AWBEPreHUuH nomynasuuil. Hampumep, mpoueccsl Myrtanuit
TeHOB, CITy4aifHOTO Apeiia reHoB, eCTECTBEHHOTO 0TOO0pA.

B kauyecTBe Mepbl I'€HETHYECKHMX pA3IMUMi ABYX mNomyiasuud Hell npennoxun Tpu AUCTaHIMM:
MUHHMMAanbHas, craHgapTHas W MakcuManbHast (Nei, 1978; Nei, Roychoudhury, 1974). Ot wmepsr —
«BEPOSITHOCTH, KOTOPBIE U3MEPSIIOT YMCIIO 3aMEMIEHNH TeHOB MJIM KOJOHOB Ha JIOKYC ITOCIE TUBEPTEHIINN JBYX
paccmatpuBaeMbix momyssiiuiny (Nei, 1987). TTosToMy abGCOMIOTHBIE BEIWYMHBI OTHX MEP HUMEIOT YETKOE
OMoJIOTHYECKOE 3HAUCHHE.

Munumanvnas zenemuueckaa oucmanyus. JlomyctaM, 9to u3 monyisaiuil X 1 Y chopMUpOBaHBI
IB€ BEIOOPKH, YUCIEHHOCTBIO Ny U N , B K&XKI0H U3 KOTOPHIX 00CIEI0BAHO 10 M OJHUX M T€X XKe JIOKYCOB.

ITycts X,, U Y|, — 9TO OILIEHKN OTHOCHUTENBHBIX YacToT k-0if ayutenu ¢ -ro joKyca B BeiOOpKax X u Y.
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BepositTHOCTD u0eHmuyHocmu NBYyX CIlydailHO M3BIEUYEHHBIX reHOB B momyisimmu X Helt ompenenwn

: . . . .
KaK o =>/x2,a B momymwiun Y — j,, = ' yg, (romosurorHocts mo Xapau-BaiinOepry; BeposTHOCTH

/
TOTO, YTO CIyYaiflHO HM3BJICYEHHBIE 0cOOM OYyIyT MMETh OJMHAKOBHIE aylienn). BeposSTHOCTh WIAEHTHYHOCTH
TeHa, U3BJIEUYEHHOTO W3 TOMYJSUN X, ¥ TeHa, W3BICYEHHOTO W3 MOMYJIuH Y, OblIa OMpeaesieHa UM Kak

Jxv, = Zrk’ XYy, (B3aMMHas HAEHTUYHOCTh 00eHuX BbIOOPOK). [To Bcem M sokycam (BK/I04asi MOHOMOpP(HEIE)
3T0 OyAyT ycpeAHEHHBIE BEpPOATHOCTH: = ms - m; u - m.o
YAYT ycpen p Ix (l/m)zé Iy, Iy =Wmy, Iy, Ixy =@Wmy’ Iy,

coorBercTBeHHO. Kak cuuran Heii, onpenenénHas TakuM oOpa3oM HIACHTUYHOCTh I'€HOB HE TpeOyeT KaKux-
100 JOMYyLICHUH 0 MyTallui, MUTpanuu u oroope. Eciau mocieqHero HeT, ¥ Kaxaas ajuieib eCTh MPOU3BOJHAS
MyTalliy TPEIIECTBYIOMINX MOKOJEHNH, TO OXKuaaemble 3HaueHus Jx u Jy paBHBI KodddummeHTam
uHOpuauHra Paiira B nonymsiiusx X u 'Y, a Jxy — koaddurmenty poacrsa Manekora (Malecot).
CooTBeTCTBYIOIME HeudeHmuyHocmy TeHoB Oblin BeIpakeHbl Heem kak Dy =1-Jy, Dy=1-Jy u

Dyy=1-Jxy — BCE DaBHBI JOJI€ PAa3IUYHBIX TIE€HOB (aIenei) MexIy AByMs CIIy4yallHO H3BJICYEHHBIMU

TeHOMaMHU W3 COOTBETCTBYIOIIWX MOIMyIsAui (B dacTHOCTH, Dyy OTpaskaeT mpOMOpIHIO Pa3IAYHBIX TE€HOB
MEXIy JABYMs CIydaliHO M3BJICUEHHBIMU reHOMamu u3 monyssaimii X u Y). Heli Ha3Ban ux «MUHUMAaJbHBIC
OIIEHKH T€HHOTO Pa3HO00pas3ws» (TETePO3UTOTHOCTH).

MuHUMaNbHYIO TeHeTHYeCKYT0 TucTaniuto (Dnmin) Heit BeIpa3mn cooTHOEHUAMMU:

Dmin = Dxy —(Dx +Dy)/2=
= (‘]X+‘JY)/2_JXY:

= @Wm) Y I(ix, +iv,)2=ixy,1=
=@Wm) Y K = Yier)212 =
=@Wm)y"d,,

rne  d,=(Jx, +]v,)/2—jxy, — oOleHKa reHEeTHYECKOH TUCTaHIMK 1O {-MY JIOKYCY.

Ecnu Be16opku HEGombIme (<50 0cobeit), To BEpOSATHOCTH TeHHOW WICHTHYHOCTHA KOPPEKTUPYIOTCS Ha
YHUCIICHHOCTh 0co0eii B kaxmoi Beioopke (Nei, 1978):

1 <m 2Ny jx -1 1 <~m2nyjy -1
Cy=—SMEXX T g, =YY T
% M mzf 2ny -1

m<~’ 2ny-1
3amenuB J, m Jy, Ha Cly u cJy, Heli npemioxmn HecmeménHyto (unbiased) oreHKy MHHMMAaIbHON

reHeTudeckoit quctanimu (UDy):
UDmin = (CJX + CJy)/Z - Jxy.

Ilpy HU3KOM YpPOBHE BHYTPHIIOMYJSIIMOHHON T'OMO3UTOTHOCTH KOPPEKTHPOBKA MOXKET HCKaXaTh
pesynpraTtel. Heit ormeuan: «Hemoctatkom Dyin, sBisieTcss To, 9TO0 Dx(m), Dym) # Dxy(m) €cTh mpomopiuu
Pa3HBIX T€HOB B JIBYX CIly4allHO M3BJICUEHHBIX T€HOMAX, TaK YTO OHU HE MPONOPLUHOHAIBHBI YUCITY PA3THYHBIX
koJ10HOB. [ToaTomy, eciu 3HaueHHe Dyy(m) Oonbinoe, To UDpin-CTaTHCTHKA MOXKET CHIIBHO HEJIOOLEHUTH YUCIIO
YHUCTBIX KOJOHHBIX pasiununii» (Nei,1987).

Bapuanca (V) u crangapthas oumoOka (SE) UDyin, MoryT ObITE onpenenensl o (Nei, Roychoudhury,
1974):

m 2
VD) - 22t P (1D ) = V(WD)

m(m-1)
rae
1] 2nx Zk Xg, -1 2ny Zk Y1

ud, == - X .
| B el P PRI
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Cmanoapmmuan zenemuueckaa Oucmanyusa. Ilo Hero (Nei, 1987), ecnu wuHIMBUAYyaIbHAs
M3MEHYMBOCThH KOJIOHOB HE3aBHCHUMA U UMeeT pactpenencaue [lyaccona, To cpeHee YMCiio YHCThIX KOJTOHHBIX
pasznuunii (3aMeIeHnid) Mexay MOmyisimuaMAd X W Y MOXET OBITh BBIpaXKEHa Yepe3 «HOPMAIM30BaHHYIO
HIECHTUIHOCTH TEHOBY» (TeHeTHIecKoe cxoncTBo). Kak u mpu pacuére UDy,, mepBoHAYaI0 BEIUUCISIOTCS Jx, Jv, Ixy
U Cly, Cly, KOTOpBIC 3aTEM YYaCTBYIOT B PacyéTe HOPMAIU30BAHHON BEPOSTHOCTH TOTO, YTO JIBE aJUICIH U3 Pa3HBIX
MOMYJSIIAN OYAYT HIEHTHYHBIMH, UMEHHO: |\ 1 e€ HecMemEHHO#H orfeHKn Ul

Iy =XYooy = IXY
\,‘]X‘]Y ,/CJXCJY

Bemnunna Iy (uly) paBHa OTHOLIGHHIO MJOJICH WICHTHUYHBIX ajUlelicii B pa3HbIX BHIOOPKax W B
00BenMHEHHONW BBIOOPKE, T.€. HW3MEpsAeT MPOMOPIHIO OOIMMX ajeneid B JIBYX HCCIENyeMBbIX BBIOOpKax
(HOpMHpOBaHHEIN KO3()PHUIMEHT UACHTUIHOCTH T€HOB I UHOEKC 2eHemuiecko2o cxoocmed). Inamnazon ly
(uly) or 0, korgma Mexay BEIOOPKaMH HET OOIIMX ayienei, g0 1, koraa ode BHIOOPKH MMEIOT OJHH M TE K
JJIETIM C OJMHAKOBBIMH 4acToTaMu. «CTaHAapTHas TeHeTHdecKas IUCTaHLus» 1o Hero Bbruncisercs uepes
HaTypalbHBIN JIorapuM HHAEKCAa TEHETHYECKOT0 CXO/CTBA:

Dy = —In (lN)

Motoo Kumypa ormeuan: «CraHmapTHasi TeHETHYeCKas IWCTaHIUS €CTh Mepa CpEIHEero 4yucia
pasnuuuii B KomoHax. B ycnoBusAx momHOW wH30mA0MM OHAa JaéT CyMMapHOE YHCJIO 3aMEeH Ha JIOKYC,
HAKOMUBIIUXCA TOCIE TOro, Kak paccMaTphBacMble MOIMYJSAIMUA JUBEPTUPOBAIM OT OOLIel MpeaKoBOH
nomynsud. ToT (akT, YTO CKOPOCTh MOJIEKYISAPHOH SBOJIOIMH, BHIPAKEHHAS YUCIOM MYTAIIMOHHBIX 3aMEH,
MPUMEPHO TOCTOSHHA B pacuéTe Ha Iof, JeJlaeT 3TOT CHoco0 M3MEPEHUs TeHETUIECKON ANCTaHIMN 0COOCHHO
TTOJIE3HBIM JIJISI UCCIIEZIOBaHUS MOJIEKYIsIpHOU sBomonnm» (Kimura, 1985; ¢. 281). dpyrumu cinoBamu, Dy —
OLIEHKA CPEIHEr0 YHcia 3aMEH B KaKJOM JIOKyce, NMPOU3OLICIIINX 38 BpeMs Pa3/eibHOW SBOJIOIMU ABYX
(cyO)nonmymnsiuuii. MeTon y4uThIBaeT TO OOCTOSITENIBCTBO, YTO 3aMEHBI ajUleJIed MOTYT OBbITh HETOJHBIMH: B
KaKOH-TO YacTH TOMYJISILUN «HOBBIH» ajjiellb MOXET BBITECHHTH «CTapblil», KOTOPBIH, TeM HE MEHee, C
OoJbIIel MITM MEHBIIIEH YacTOTOM MPOI0JDKAET MIPUCYTCTBOBATH B omyJsiiuu (Ayala, 1984).

Dy — omHa W3 caMbIX THONYJSPHBIX MEpP TI'€HETHYECKOro pa3HooOpasus. Ona Oasupyercs Ha
JOMYUICHWH, YTO pa3inius MEXIy MOMySUUsIMH OOYCIIOBIEHBI MyTaluMsaMu U Apeiipom reHoB. EE
HECMEIEHHAS OLICHKA!

uDy = —In (UlN) =

—In| —2XY_ [ =[(Incly +1Incdy)/2] - Indyy .

\Clx cly

Huamazon 3HaueHnit UDy — OT HyIs, MpW paBHBIX YACTOTaX ajlielied B OOEHMX IMOMYJIAIHSX, IO
OECKOHEYHOCTH, €CJIM B TOMYyJSAIUsAX HeT oOmux ammeneid. [locnmemHee CBsA3aHO C TeMm, YTO B TpoIiecce
9BOJTIOLINH, MTPOTEKAIOIIEH B TEUEHUE UIMTEIHHOIO BPEMEHH, aJUIENN B KaXK/IOM JIOKYCe MOTYT HEOJTHOKPAaTHO
MOJTHOCTBIO 3aMelIaThesl. DTa OIIEHKa aJeKBaTHA, €CIIM TEMIT MyTallui ajuieneld BO BCEX JIOKYCaX MOCTOSIHHBIM.
Ecnu tremnbl MyTanuii u3 0Kyca B JIOKYC pa3jIndHble, TO 3HaueHne UDy HeZooLeHnBaeTCs.

JIJ1s M30JIMPOBaHHBIX POACTBEHHBIX momyJssaiuit Uly>0,9, a uDy <0,1; nns guseprupyrommx — Uly<0,8
u UDy >0,2 (Bader, 1998). B o6reM, mpu AuBepreHIuy momyisiuii Uly cHmkaercs, a UDy yBenmnumBaeTcs.
Crnenyer OTMETUTB, UYTO UHO20A, IPH aHAIIN3€ HEOOIBITUX BEIOOPOK, 3HaYeHne UDy MokeT OBITh OOJbIIe HyIIA,
JaKe eClii JIBE MOMyJISANUH reHetndeckd uaentwuHel. Hei (Nei, 1973) HasBaa 3TO «IOXKHON JUCTaHIIAECHY.
[Mpu HeOompIMX pa3zMepax BHIOOPOK 3HaueHHe UDy MoXkeT OBITh OTpHIATENBHBIM. B Takmx ciydasx UDy
npupaBHUBAIOT K HyJIO (Nei, 1978).

[TpubnmxenHsle GopMyisl pacyéra BapuaHc U cTanAapTHBIX ommrOok (Nei, 1987; B pa3BépHyTOM BHE
cm. (Zhivotovsky, 1991)):

V(uln) = uly (1-uly)/m m SE(uly)=V(uly);
V(uDy) = (1-uln)/(ulyxm) u  SE(UDy) = 4/ V(uDy) -

dopMyIbl IPUMEHUMBI B TeX cirydasx, koraa Uly <0,9 u ycpenaénnas mo BEIOOpKaM reTepo3uroTHOCTD
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HeOOoIbIIas.
3nmech menecoodpasHo ymomsiHyTb 0 Da-muctanmmm Hes (Nei et al.,, 1983), kotopas ecth
COKpaNIEHHBIHN (peAylupOoBaHHbIN) BapuaHT XopaoBoi Dc-aucraniuu Kapammm-Cdopua u Dasapaca (Cavalli-

Sforza, Edwards, 1967):
DA=1-@Wm) 37 3 X<V -

MaxkcumanbHas BenmuunHa Da=1 jpocTuraercs Torna, Korja JBe MOMYJISIUN He HMEIOT O0IUX aJuleseH
HU B OJJHOM U3 JIOKYCOB. Da-AMCTAaHIINIO PEKOMEHIYIOT MCIIONb30BaTh Ha OJM3KO POACTBEHHBIX MOMYJISIHA, B
KOTOPBIX OCHOBHBIM (haKTOPOM T€HETHUECKOH muddepeHnmnanum SIBISETCsS TeHeTHISCKUN apeiid, 9To JacTo
MIPOUCXOMT B Cllydae abOpUreHHBIX mopoa nomamHero ckora (FAO, 2007/2010). Heii cuntan Da-nucraHmmro
JydIIed Mepod Ui PeKOHCTPYKLIWH (GUIOTeHUuH npupoousix momyisuumii (Takezaki, Nei, 1996) meromom
«TpUCOeANHEHNs coceaein» (Saitou, Nei, 1987).

Makcumanvhas zenemuueckasa oucmanyus. Bpllie OTMEYaqoCh, YTO €CIM TEMITbl 3aMEIICHUS
ainenei B pa3HBIX JIOKycax OyIyT OTIMYAThCS, TO oreHKa UDy MoxeT ObITh 3aHIDKEHHOU. [t sToro cirydas
Heii npenoxun BeposITHOCTH UASHTUYHOCTH T€HOB BBRIPAKATh Yepe3 CpeHee reoMeTpudeckoe. B qactHoCTH,

1o BeIOOpke X — J} = m/H';:l ix, » o BbIGOpKe Y — J, =m[]T, jy, » o BeIOOpkam X n Y — J%, =o ], ji, (rme

[ — cumBox yMHOXEHUS).
Kak u pannree, HOpManu30BaHHAS WACHTUIHOCTH T€HOB BEIOOPOK X U Y Oyzaer

Iy = I xy
VIX Iy
a TCHETUYCCKAaA AUCTAHIIUA:
Diax = =In (I'y).

Benmnunna omeHku Dp,x 3HAYUTENBHO 3aBUCHT OT BHIOOPOYHBIX OIMMOOK allIeNbHBIX YacTOT H
ciydaiiHoro npeiidpa reroB. Heil cumran, 9To 3TH (PakTOphl MPUBOAAT K TOBBIIICHUIO (MHQIISIIIAN) OLEHKH
Dmax- IHoaTromy oH HaszBanm Dpy, «MakcUManbHOW TeHETWYeCKO# muctaHimei». EE HecMmeménHas oOIeHKa
(UDax) paccuuThIBaeTCS 1O 1MOI00MIO Tst uDy:

Taxoke BBIOOpOUHAst BapuaHca M CTaHAapTHas OmMOKa UDpa. pacCUnTHIBAIOTCS 10 aHAJIOTUHU C TAKOBBIMH IJIS
UDN.

Boobme, m1st mosryyeHrs: BRBIOOPOYHBIX BapUaHC FeHETHUECKUX AMCTaHLUUN Hanbosee MpueMIIeMbIMH
SIBIISIIOTCS. METOZBI YMCIICHHOTO PECOMIUIMHIA (MMUTALMSI B3SITHS HOBBIX BBIOOPOK), B YACTHOCTH, JPKEKHai (-
meron (Weir, 1995). PecoMIUIMHT 1O JIOKycaM HMMHUTHPYET TCHETHYECKHE BBIOOPKH U, CIIEIOBATEIbHO,
MO3BOJISIET TONyYaTh aJCKBaTHBIE OIIEHKH BapHaHC I «CIy4dalHbIX» momyrsauuid. Ecim D — 3To omenka
mo00il TeHeTHYecKOl AMCTaHUMM MO m JoKycaM M Dj — 3To pKekHai]-oueHka Mo i-My JIOKyca, TO
BbIOOpOYHas BapuaHca ecth (Reynolds et al., 1983)'

V(D) =—Z_1( ZLDJ-)Z ,

a HOBasd ,ZL)KCKHaﬁ(b-OLICHKa, KOTOpad UMECT MCHLIIICC CMCIICHUEC, YCM IICPBOHAYAJIbHAA:

m-1
D=mD-——
m i=1
Cpasnenue czenemuueckux oOucmanyui. I[lpy HaIMYMKM OILEHOK, HANPUMEpP, MHUHUMAJIbHBIX
TCHETUYCCKUX JUCTAHIMKA O JABYM mapaMm BEIOOPOK (UDpming # UDpin2), paznnume Mexay HUMH MOTYT OBITh
TECTUPOBAHBI CIICTYIONUM 00pa3oM.


https://onlinelibrary.wiley.com/doi/full/10.1046/j.1365-294X.2002.01520.x#b11

98

Iycts uD i =221 ud,/m, torga pasnuune Mexay UDminy 1 UDminz ecTb (Nei, 1987):

UD riny ~UD i, = (1/m) z;“ (udy, —ud,,) =
=@Wm)y AL

rae A/ =ud 0, Ud[2 — 9TO pa3/IM4IUC B TCHCTUYCCKUX JUCTAHIHAX, PACCUUTAHHBIX I10 E-My JIOKYCY, ud; — CM.

BhIIIe. HyneByro runoresy npoBepsrOT, HCIOIB3YsI OOBIYHBIN ABYXBBIOOPOUHBIH t-KpuTepuii CThIoIeHTa. A, HE
UMeeT HOPMAaJbHOTO paclpeliesieHus, HO t-KpUTEpWUH NaeT NPHONMU3UTENBHBIH YPOBEHb CTaTHCTHUECKON
3HaYMMOCTH. CTaTHCTUUECKH 3HAYMMOE pa3nuuue MeXIy UDmin 1 UDpin, mozmpasymeBaeT TakoBoe Mexkay UDy;
u UDy,. IIpn Hanmmunm mxekHail(-0oeHOK IBYX TeHeTHYECKUX TUCTAHINH, Pa3Hine MEXIy HUMH CUHTACTCS
CTaTHCTUYECKH 3HAYUMBIM, ecIi UX 95% noBepuTeNnbHbIe (TOJIEpaHTHbBIE) HHTEPBAIbI HE IEPEKPHIBAIOTCS.

Ilpumepvr pacuéma zenemuueckux oOucmanyuy. OLECHUBAaHUE TeHETHYECKUX AucTaHuil Hes
WUTIOCTPUPYETCS Ha JIBYX BBIOOPKAX M3 THIOTETHUYSCKUX momyssaiuil X u Y. B Ta0i. 2 naHbl BEIOOPOYHEIC
YacCTOThI AJJIENIEN U HEKOTOPBIE IPOMEKYTOUHBIE PE3YJIbTATHI.

Tabnuya 2. Yacmomet anneneit (X,, u y,,) u 6epoamnocmu u0eHMu4HOCHMU

2eno6 (X2,, Y2, u X, Yy, ) no evioopkam X u Y

Jlokyc, AJniens, Bri6opka X (n=10) Bribopka Y (n=24) y q
¢ K Xy X Yie Yii oY é
A A 0,47 0,2209 0,45 0,2025 0,2115
A, 0,43 0,1849 0,34 0,1156 0,1462
Az 0,10 0,0100 0,21 0,0441 0,0210
S y | - 04160 | - 03622 | 03787 | 00104
B B, 0,82 0,6724 0,32 0,1024 0,2624
______________ B, 0,18 0,0324 0,68 0,4624 0,1224
oy 07048 | - 05648 | 03848 | 02500

Pacuér MuHMMaIbHON FreHeTUYECKON TUCTaHIMU, Dpin:
Jy =(Wm) X7 > x2, = (1/2)(0,4160+0,7048) = 0,5604;
Jy =@/m) z;n rk’ y2, = (1/2)(0,3622+0,5648) = 0,4635;
Iy =@WM) DT> X, Yy, = (1/2)(0,3787+0,3848) = 0,3818;
Dmin = (Ix + Jv)/2 — Ixy = (0,5604+0,4635)/2 — 0,3818 = 0,1302.
Pacuét Dy, o stoxycam (dy):
da = (x, +va)/2 —Jxy, = (0,4160+0,3622)/2 - 0,3787 = 0,0104;
dg = (Jxg TIvg)/2 — Jxvg = (0,7048+0,5648)/2 — 0,3848 = 0,2500;
Dmin = (da + dg)/2 = (0,0104+0,2500)/2 = 0,1302.
Pacuér Bapuanchl u crangapTHoi omubku D, :

Zm (d/—Dpi )2 2 2

s-1 @¢=Dmin)” _ (0,0104-01302)+(0,2500-0,1302)
m(m-1) 2(2-1)

SE(Dpin) = +/V(Dpin) =+/0,0143=01198.

Ouenka Dy,i»=0,1302 cTatuctruecku He3Haunmasi, T.K. 2x0,1198>0,1302.

V(Dpin) = =0,0143;

Pacuér crangapTHOM reHeTMYECKOM AucTaHIUM, UDy:

In =3 s/ Ix Jy = 0,3818/,/05604x0,4635=0,74914.

Onenku Jxy, Jx 1 Jy B3aThI U3 pacuéra Dpjp.
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Dn = —In (In) = —In (0,74914) = 0,2888.
HeCMeIIIeHHaH OLCHKA.
1 <m 2Ny jx -1 1(2x10x0,4160-1 2x10x0,7048-1
C‘]X =— Z L == +
m&’ 2ny-1 2 2x10-1 2x10-1
1 —m2ny iy, =1 1(2x24x0,3622-1 2x24x0,5648-1
==Y -1 +
m&~! 2n,-1 2 2x24-1 2x10-1

Jxy =0,3818;
Ul =J xy/4/CIxCly = 0,3818/,/0,5373<0,4521=0,7747;
uDy = —In (uly) = -In (0,7747) = 0,2553.

uDy = 0,255 o3Hauaer, 4TO 3a BpeMs pa3AelbHON SBONIONNY JBYX MOMYISANUH B Kakaex 100 moxycax
B CpeAHEM MPOU3OILIO0 25,5 alienpbHbIX MyTanuii (3amMeH) win 0,26 3aMeH Ha OJIUH JOKYC.

Ommemum: UDpi, = (CIx + €ly)/2 - Ixy = (0,5373 + 0,4521) — 0,3818 = 0,1129.

Bapuanca u crangaptHas ommoka UDy:
(A-uly)  1-0,7747
ulyxm  0,7747x2
SE(UDy) = +/Var(uDy) = /01454 = 0,3813.

J:O,5373;

J:0,4521;

Var(uDy) = =01454;

Pacuér MakcUManbHON FeHeTUYEeCKON TUCTaHIUH, Dpay:

V=4[, = 04160x0,7048=054148;
Y, =01y, = /0.3622x0,5648=0,45229;

Boe =t/TT0 bx, = /03787<0,3848=038174;
Iy =y /3%y = 0,38174/./0,54148:0,45229=0,7714;
Dimax=—In(Iy) ==In(0,7714 = 0,2595.

HecMmemménnas oreHka:

o lm[ 2ny jx, -1 :\/2><10><0,4160—1X2><10><O,7048—1 051541
*TNGd 2ng-l 2x10-1 2x10-1

o Jmenyiy :§/2x24x0,3622—lx2><24><O,5648—l _0.440:
VUL 2ny-1 2x24-1 2x24-1 '

ully = Jxy / eIk cJy = 0,38174/,/0,5154x0,440 = 0,8017;
UDppx = —In(ully) =-In(0,8017) =0,221.
Bapwuanca u ctangaptHas ommoKa UD may:
(1-uly) 1-0,8017
ulyxm  0,8017x2
SE (UDngy) =/ Var (UDy,,,) =+/0,1237 =0,3517 .

Var (uD,,,,) = =0,1237;

Koy puuuent rennoi nuddepenuuannu

ba3oBbIMH MepamMH T'€HETHYECKOTOo Pa3HOOOpa3usi MOMYJSIHUNA SBISIOTCS MHACKCH (ukcanmu Paiita
(Wright, 1943,1951). Onm xapakTepu3yloT WHAMBHAYyanbHbI (Fg), cyOnmomymsammonnsii (Fgp) o
HONyJSIMUOHHBIN (F;) ypoBHHM OMOJOTHMUYECKON OpraHW3allMM IOAPA3AeIEHHOW MOMyJISUUH (JEeTaad CM.

Kuznetsov, 2014). Paiit onpenenu Fsr 11 auannensHOro JI0OKyca, Kak «KOPPEJLIHUI0 MKy JBYMS aJlIeIIsIMU,
M3BJIICUEHHBIMU  CITyJaiiHBIM 00pa3oM W3 ABYX CYONONyJsSIWid OTHOCHTEIHHO aJlIeiiel, W3BICUEHHBIX
cllydyalHBIM 00pa3zoM u3 00beOIUHEHHOW momymsuum». Fsr=1, Korma o0e cyOnomyJsiiiy IMOJHOCTBIO
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TOMO3UIOTHBIC U ajbTePHATUBHBIC ajlieid (GUKCHPOBaHbI (OTCIOAA Ha3BaHUE — «UHAEKC PuKcarum»), u Fsr=0,
KOT/Ia 9aCTOTHI aJuIejiei B CyOnOITy ISIusIX OMMHAKOBEI. B TepMuHax Bapuanc gactoT amurenei Fst mo Paiity:

Vo

Fsr = ’
T p(-p)

rae puVp= 0'% — CpeJHee W BapHAHCA 9acTOT aJuIesIeH 1o CyOIONMy ISIHsAM C AUAJUICIBHBIM JIOKYCOM.

3necy Fst — 370 oTHOmIEHHME HaOMIONaeMOll BapHaHCHl, K MaKCUMAaJILHO BO3MOXXHOH BapHaHCE MpH
CIy4ailHOM ClapuBaHuM (TeTepO3UroTHOCTh MO Xapau-BaiinOepry). Paiir (Wright, 1978) otmeuan, uro Fsr
MO’KHO MHTEPIIPETUPOBATh KaK Mepy creneHu AuddepeHnuanuy cyOnonysinuii OTHOCUTENBHO MIPEASIEHOIO
YPOBHSI TpH MONHON (ukcanuu (HayalbHas TOYKA OBMXKEHHSI OT MCXOJHOM TI'eTEPO3UTOTHOCTH K IOTHOHN
(uKcanuy reHoB).

Heit (Nei, 1973, 1977) ncnone3oBan uHoi moaxon. OH MCXOAMI M3 aAIATHBHON MOIEIN M ITOKA3al,
4TO TeHHOE pasHooOpas3ue B MOMyJAlMH, Kak B menoM (Hy), MoxkeT ObITh pasnoxkeHo Ha BHyTpu- (Hs) u
Mexcyononysiuonnyo (Dst) KOMIIOHEHTHI:

HT:H5+DST.

Heii BbIpaszuin BepOATHOCT MAEHTHYHOCTH JABYX CIIyYaiHO WM3BJICUEHHBIX W3 HOMYJISALUU T€HOB Kak

J=)" ¢, a memgenrmanoctn — H=1-J (X — wdacrora k-oif amrenu B mMOMyJIsIHH). BeposTHOCTH

HeugeHTH4YHocTH, H, — 3TO0 Mepa reHeTHYeckoro pasHooOpasusi (M3MEHYMBOCTH) B MOMYJAIMH, T.€.
rerepo3urotHoctd. Ognako Heil cunTan, 4To TEPMHH «T€TEPO3UTOTHOCTH» HE KOPPEKTEH [UIS MOIYJILUY, B
KOTOpOil ocobu crapuBaroTcsi Hecayuatino. [losTomy, oH mpemmoxun st H wcmonb30BaTe clioBocoueTaHue
«gene diversity» (reanoe pazHoobOpasmue), a s J — «gene identity» (reHHass HISHTHYHOCTB). [Ipu ciaydaitHoM
CIapUBaHUU TEPMHHBI «TE€HHOE pPa3HOOOpa3ve» W «TreHHas HMICHTUYHOCTBY) CTAaHOBSTCS SKBHBAJCHTHBIMH
TEPMUHAM «T€TEPO3UTOTHOCTEY U «TOMO3UTOTHOCTBY», COOTBETCTBEHHO.

JomycTuM MOmyJIALui0, KOTopas MoJpa3/ielieHa Ha s CyOnomysiuui 1 X;,, — 3To yacToTta k-oif annenu
(k=1, 2, ..., 1), oTHOCAIElCA K ¢ -My noKycy (£ =1, 2, ..., m) B i-oif cyOnonymsuu (i=1, 2, ..., s). Toraa o ¢
-My JIOKYCY HMeeM BeposiTHOCTH uaeHTn4aHocTH reHoB (Nei, 1973):

e B -0l CyOOMyJISIUK

=57 2 -
i =2k Xiir 3
e yCpPEeAHEHHOM M0 S CyONOmyIsIuaIM
S .
‘]Sg = Zi:1 ‘Ji.é /S ’

e B0 BCEil MOMyJAnuy (CyOrmonysaiuu 00beMHEHb)
_N' g2 v  _N\S .
Jr, =20 X3, e X g = Zi:lx,kg/s.

Ilo oueHkam BeposITHOCTEH MASHTHYHOCTH T'€HOB IOJIyYaeM OXKHIaeMoe FeHHOe pazHooOpasue mo /£ -
My JIOKYCY:
e BHYTpH CyOnomynsuuin

Hg, =1-Js,;
¢ B 00BeIMHEHHBIX cyOnonmynsuusax (ycpegHEHHOE)
Hr, =1-J;,;

e MEXAYy CyOnomyssiusMu (BKIIOUaeT CpaBHEHHE CYOIOMyIISILIH ¢ cO00i):
DST/ = HTZ - Hs[ '
Dgr, — 210 abconomuas mepa MexKCyONOMyIAMOHHOTO Pa3sHOOOPa3Hsl TEHOB (F€TEPO3MIOTHOCTH).

Ucxons u3 agmuruBHoi moaenu, Hr=Hs+Dst, omuocumensnas Mepa MexcyOnonyasiquoHHOTO pa3HOOOpasus
T'€HOB 110 ¢ -MY JIOKYCY €CTh
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Craructika Gst SKBUBAJIEHTHA WHIEKCY (ukcarmu, Fsr, Paiita (ecnu nokyc AuamiensHbIN, TO ObIIO
nokasano, 4yto H;=2X(1-X) m Dgr=2c0%; B cilydae MHOXECTBEHHBIX ajulenie, Ggr OSKBMBAJICHTHO
cpenHeB3BelleHHOMY For mo Bcem amnensm). Helt HasBan Ggr-CTaTUCTUKY «k03@uyuenmom 2eHHOU

ouppepenyuayuuy (coefficient of gene differentiation). Gst uHTEpHIPETUPYIOT KaK pa3HOOOpa3ue reHOB MEKITY
cyomnomyssiusMy, a otHorenue Hs/Hr (nmu 1-Gst) — kak pasHooOpasne reHOB BHYTPH CyOIOMYJISIIHA.
Bennuuna Ggr 3aBHCHT OT aHanusupyemoil mnomyisiuu. [lostomy Heit cuwmram, dro oueHky,
MOJTy4eHHYI0O B OJHOW MOApa3fenéHHONW TOIySAIUN HENb3s CPaBHHUBATh C TAaKOBOW B APYroil (MCKIrOYas
Clly4yad, KOTJa CUCTEMbI CTIapHBAHMSI AHAJIOTMYHBI B 00€UX MOIYJIIIHUAX ).
U3 ypasuennit Hr=Hs+Dst 1 Gst=Dst/Ht Heit (Nei, 1973) BeiBen OTHOIICHHUE:

1-J3 = (1'GST)(1'\]T)1

no00HO0e M3BeCTHOMY oTHOIIeHuto Paiira: 1-Fir = (1-Fis)(1-Fst) (Wright ,1951, 1978). Pasnuuue B TOM, 4TO B
nocienqHeM Fis u Fir M3MepsIOT OTKIOHEHHs HaONIOJaeMbIX TE€HOTHIUYECKUX YacTOT OT TaKOBBIX NPHU
paBHOBecun Xapau-BaiinOepra, B To Bpems kKak B ypaBHeHun Hed Jg u J; — 3T0 BEpOATHOCTH MJIEHTUYHOCTU
TeHOB Ha Pa3HBIX YPOBHAX MOMYJSIIMOHHONW CTPYKTYphl. Kpome Toro, Gsr, JT 11 Js Bcerna momoXuTensHbIe.

Kak ormeuanocs sbuue, Dgr, BkIouaer u cpaBHeHue cybnoryisuuii ¢ co6oii. C nonpaskoii Ha 9TH

CPaBHEHUS, MEXKCYOIOIMYIIAIINOHHOE Pa3HOOOpa3ne TeHOB €CTh
= S
D, =—
m STy *
S
Oto abcomoTHas Mepa reHHOH quddepeHnnanum, KOTopas He 3aBUCUT OT Pa3HOOOpasusi TeHOB BHYTPH
cybnonymsumii (Nei, 1973). Dy, ucnonesyror: (a) st CpaBHEHHs CTeneHd TeHHOH auddepenumannn

pa3aMuYHBIX OpraHu3MoB W (0) mpu pacuére J0iMM MEKCYONOMyJISIIMOHHOIO TE€HHOTO pPa3HOooOpasus
OTHOCHTEIHHO BHYTPHUITIOMYJISIIHOHHOTO TEHHOTO pa3HOO0pasue:

Ry, =Dy, /Hs, -

Hecmewénnaa ouenxa Gst (UGst). Ecim uccienyemeie BHIOOPKH HEOONBIIOTO pasmepa, To Hed u
Heccep (Nei, Chesser, 1983) BBén koppekTupoBKy oueHok Hg, n Hy, Ha BbIGOpOuHYrO OmmbKy:

n HO[
cHs, = ——(Hs, — —= a
Sy n—1( Sy on )
CHS HO
cHy, =Hp, +—%L - —2£
Te T Bxs  2xTixs

rie n= 1/[(1/s)Z?1/ni] — cpelHuil (rapMOHMYHBIH) pazmep BbIOOpKH; Hp ¢~ YCpEIHEHHAs 110 MOMYJISLUIM

Ha0Iro/[aeMasi TeTePO3UTOTHOCTH 110 £ -OMY JIOKYCY:

S
Hg, =1- ) . X /s,
O¢ Z. ikke
rae  Xikke — YMCII0 UHAUBUIOB C TOMO3UroTHbIMY reHoTunaMu (kk) B £-oM JIOKyce H -0 HOIMyJIAIUH.
Hecmeménuas onenka Ggr, ects
CHTZ_CHS( a UDSTg .

uG = =
STe CHT/ CHT/

Oboouienue no noxkycam. PaccMoTpeHHOE BBIIIE KAacaJIOCh TOJBKO OJHOrO JIOKyca. MeTon NpuMeHNM
K J1I000My uncity JIOKycoB. Jiis oToro sHadenns CHg n CHy  ycpenHsrOTCst 10 BCeM MCCIIEAyeMbIM JIOKyCam

(BO3MOKHO peliieHue yepe3 yepeanenue cHavana Hs, Hr 1 Ho):

m

cHg = Z;n cHs,/m, cHr=23" "cHy,/m

1 CBOJIHAS HECMEIIEHHAsS OLIEHKA KO3 (PHUIIMEHTa OTHOCUTENIbHOM reHHOH nudHepeHInaluy ecTh
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cHr  cHp  cHy
[Tpu HeGonbmoM pazMepe BBIOOPOK UGst uroz0a MOXeT ObITh OTpuarenbHol. [Ipu oueHb GONbLION
reHHol auddepeHnranuy momysaIui BeTHYIrHA Jt MOXKET OBITh HIDKE, YeM Js (T€HBI U3 Pa3HBIX MMOMYJIISIIHIA
0ojee CXOXH, YeM TEHbl W3 OXHOW momynsanuu). Torma 3HadeHue Dsr (COOTBETCTBEHHO, Bm ) Oymer
otpunatenbHbIM. /s Takux ciryyaeB Heli mpeioxui ucronb3oBats soraprdmser (Nei, 1973):
Dsr = -In (\JT/\]S) u GST =-In (\]T/‘JS) / [-In \]T]
[0 aHAJIOTHH C TeHeThdeckod nucrtanmmerd (3meck J = 1-H). [na nmomydernss oObEeKTUBHBIX OIEHOK T'€HHOM

muddepeHnanuy  CyOnomysiuii, BHIOOPKH JODKHBI OBITh CIy9aifHO OTOOpaHHBIMH W3 MOMYIANUNA H
BKJIFOUYATh OOJIBIIIOE YHCIIO MOTHUMOP(HBIX 1 MOHOMOP(HBIX JIOKYCOB.

Ilpumep pacuéma korgppuyuenma z2ennoii ougpghpepenyuayuu. Vimerorcs maaHHBIE MO YacTOTaM
reHoTUroB (Tadi. 3) B BBIOOpKax U3 Tpex cyononyisinuii (oauH Jokyc ¢ Tpems amernsmu: A, B u C).

Tabnuya 3. Hacmomut 2eHOMUN06 U OUEHKU HAOIIOOAEMOTL 2emepPOo3UOMHOCIU

YacToTa reHOTHIIa

Bribopka n; Ho
AA AB AC BB BC
1 49 0,2041 0,3265 - 0,4286 0,0408 0,3673
2 82 0,1342 0,4024 0,0122 0,4268 0,0244 0,4390
S S 87 __...00Z;0 02433 - - ... 87027 00270 02703
Cpennee 168 0,1218 0,3241 0,0040 0,5194 0,0307 0,3588

UYacroTa reHotuna, Hanpumep, AA, 1o o0beAMHEHHOH BEIOOpKE:
Xan =(0,2041+0,1342+0,0270/3=0,1218
AHaJIOTUYHO PaCCUHUTHIBAIOTCS YacTOTH reHOTUToB AB, AC u ap.
Pacuér HabmomaeMoli reTepo3UroTHOCTH B BHIOOpKE 1:
Hop=1- > Xk =1-(02041+0,4286)=0,3673.
Tpu Bapuanrta pacuyéra HabOIOAaeMOM reTepo3uroTHOCTH (Ho) B MOMYIISILIUY B TICJIOM:

Ho=1-(0,2041+ 0,4286+0,1342+ 0,4268+0,0270+ 0,7027)/3=
=(0,3673+0,4390+0,2703/3= 1 — (01218 + 0,5194) =0,3588.

B Tab1. 4 nmpuBeCHBI YACTOTHI aJUIeel U HEKOTOPBIE MPOMEKYTOUHBIC BETUIUHBI, HEOOXOIUMBIC JIJISI
pacuéra uGsT-CTaTUCTHUKHU.

Tabruya 4. Hacmomut 2eH06 U RPOMENCYMOUHBIE BETIUUUHDL
ona pacuéma uGst-cmamucmuku

BriGopka Yacrora amenn X, J= Zxﬁ He=1-J,
A B C
1 0,3674 0,6122 0,0204 0,5102 0,4898
2 0,3415 0,6402 0,0183 0,5268 0,4732
3 0,1487 0,8378 0,0135 0,7242 0,2758
X 0,2859 0,6967 0,0174 - -
E 0,0817 0,4955 0,0003 0,5871 0,4129
Jr 0,5674 - -
Hr 0,4326 - -

BepOHTHOCTb NACHTUYHOCTU I'CHOB:
¢ B BBIOOpKE |
J; = 0,3674°+0,6122°+0,0204° = 0,5102;
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e yCpemHEHHOM MO BEIOOPKaM
Js = (0,5102+0,5268+0,7242)/3=0,5871;
e B O0OBCIMHEHHOMN BEIOOPKE
Jr=0,2859°+0,6967%+0,0174° =
=0,0912+0,4955+0,0003 = 0,5674.
I'enHoe pazHooOpasue:
e yCpemHEHHOE IO BRIOOPKaM

Hs =1-Js = 1-0,5871 = 0,4129;
e B 00BeIMHEHHON BHIOOPKE
Hr = 1-Jr= 1-0,5674 = 0,4326.
AOcomoTHOE TeHHOE pa3HooOpa3ne MeXKIy BEIOOpKaMHU:
Dsr = Hy-Hs = 0,4326 - 0,4129 = 0,0197.
Dst. cKOppeKTHpPOBaHHOE 1O YHCTY BBHIOOPOK:
Bm = (s/(s-1) Dt = [3/(3-1)] 0,0197 = 0,0296.

OTHoOIIIEHHE TEHHOTO Pa3HOOOpa3us MEXIy BBIOOPKAMHU K YCPETHEHHOMY T€HHOMY Pa3HOOOPA3HUIO 1O
BBIOOpKaM:

Rsr = D,,/Hg = 0,0296/0,4129 = 0,0717.
Koaddurument reanoit nuddepeHnuaniy BeIOOPOK:

Gst = Dst/Ht = 0,0197/0,4326 = 0,0455.
IMTpoBepka cootHomenus 1-Js = (1-Gst)(1-J1):

1-0,5871 = (1-0,0455)( 1-0,5674)
0,4129 = 0,9545x0,4326
0,4129 = 0,41292.

CpenHuii (rapMOHUYHBIN) pasMep BBIOOPOK:

_ 1
NN S—Y Y
s Yeun 1 L+L+LJ
3l49 82" 37
Koppekrtuposka Hs u Hy mi1st momyuenns HecMemménnoi orenku Gsr:
cHg =—"— (Hg —10y =503 | 4199 035881 _4 4175;
A1 2’ 503-1 2x50,3
cH H
cHrotp oSS Ho o 00s, 04175 03588 o
Nxs 2xNxS 50,3x3 2x50,3x3

Hecmeniennas onenka (UGst):
_ 0,4342-0,4175

= 0,0384 ninu ~3,8%.
0,4342

uGst

MatemaTtuueckoe oxxkuganue s Dy, Doyin 1 Gst

AHaJN3 TEHETHYECKOTO Pa3sHOO00pasusi MPHUPOHBIX BUAOB MPOBOAUTCS HE CTONBKO JJISi BBISBICHUS
CTETIEHN TEeHETHYEeCKON muddepeHInanuy MomyIaui, CKOAbKO S OICHKH TaKWX JeMorpaduyeckux
mapaMeTpoB, Kak pasMep > (HEKTHBHOM MOMYIIAIMH, CTENIEHh TEHHOTO IMOTOKA, TEPHUO] BPEMEHH THBEPTEHITHH,
a TaKKe JJIs1 PEKOHCTPYKIMH (DUITOTCHETHISCKUX OTHOIIECHHUH (Cy0)MOMy s U MOCTPOCHUS ACHAPOTPAMMBI.
IIpu 3TOM MpHUHUMAETCSA Ta WM MHAS MOMYJSIHOHHO-TEHETHUECKAsh MOJeNb. Tak, B MOJENN «PaBHOBECHOMN
(equilibrium) momymsuuu» cuwmraeTcs, 49to 3GQEKTH ASUCTBHS pPa3HBIX HSBOJIONHMOHHBIX CHII, TAaKMX Kak
MYTaIlsl, MUTPAInsl, TCHETUIECKHIA Apeii(h) 1 eCTeCTBEHHBIN 0TOOP, HAXOAATCS B PABHOBECHH, TaK YTO YaCTOTHI
TCHOB (QJIJIeNICH) B MOMYJISAIMH OCTAIOTCS HEU3MEHHBIMH.
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«OctpoBHasi Mopmenb» Paiira (island model) momyckaer, urto momynsAMs pasgeneHa Ha S
cyOnormynsanui, Kaxngas U3 KOTOPHIX wuMeeT 3(P(PeKTHBHYIO UYHCICHHOCTh N,, HAXOTUTCS B COCTOSIHAU
paBHOBecusa 1o Xapau-BaitHOepry (MHAWBUABI Pa3MHOMKAIOTCS CIIydailHBIM 00pa3oM) W C PaBHBIM IIAHCOM
MOKET BKJIIOYaTh UMMHUTPAHTOB (I0JIs1 M) U3 APYTHX CyOmonmynanuii (0OMeH reHaMH MeXIy CyOrnomyasuusaMu
MIPOUCXOINT C OJMHAKOBOIH CKOPOCTHIO).

MyTtanuonHas Mojens «beckoHeuHoro uncna amtenei» (infinite alleles model, IAM) mpeamnosnaraer,
9T0: (a) KaXxxaasi MyTalus MPUBOAUT K MOSBICHUIO HOBOMW, HE CYIIECTBOBABIICH paHee B MOIYJISINHU, AJJICTH C
3aJaHHOW CKOpPOCTBIO |; (0) TMpenkoBas MOMyNANWS HAXOAWJIACh B COCTOSHUW DPaBHOBECHS MO Xap.u-
BaiinGepry; (B) pa3geneHue NpeAKOBOW MOMyisimud Ha cyomomyssimuu X W Y ObUT0 MOMEHTAIBHBIM H
nonHeM; (T) cyonomyssiudd X ¥ Y MOJHOCTBIO W30JMPOBAHBI, HMEIOT MOCTOSHHBINA 3 (GEKTHUBHBIA pa3Mep,
paBHBI 3¢ (dEeKTHBHOMY pa3Mepy TNPEAKOBONH MOMyNMAlnd; () BEPOATHOCTH WACHTUYHOCTH TEHOB B
cyonomynsanusax X 1 Y paBHBI TAKOBOW B MPEAKOBON TOITYJIISIIHH.

B monenu «moraroBoii (ctynendatoii) myrammu» (Stepwise mutation model, SMM) kaxaast MmyTtanus
CO3/IaeT HOBBIM ajuienb, N00aBisisi WM YyAalss MOBTOPHBIH MOTHUB C PaBHOW BEPOSATHOCTBIO /2 B 00OMX
BapHaHTax. MHOr/a AOMyCcKaloT, 9TO HET HUKAKWX OTPaHMYCHWI Ha YHCIO TOBTOPOB, BOBMOXKHBIX B JIOKYCE.
CrnenoBaTensHO, aJJIEH OY€Hb Pa3HBIX pa3MepoB OyAyT Ooiee OTJANEHHO CBSI3aHBI, Y€M aJUIENI aHAIOTUIHBIX
pasmepoB. Cumraercs, 4yto SMM unmeeT «maMsTh» pa3Mepa auiend U 0ojee TOYHO OTpa)kaeT MpoIlecc
MyTallyi MUKPOCATEILTUTOB.

B ciydqae IAM wu otcyterBus auddepeHIrpoBaHHOTO 0TO0pa Ha MPOTHKEHUH BCETO ABOJIOIMOHHOTO
npolecca, BEpOATHOCTh HMICHTUYHOCTH ABYX TIeHOB (M3 ABYX cyOmomynsiuii) OyAeT yMEHbIIATbcS CO
CKOPOCTBIO 2|l Ha TOKoyeHue. Torja MaTeMaTH4ecKoe OXKHIaHHE HIECHTHYHOCTH B t-OM IIOKOJIEHHH €CTh
(Kimura, 1985)

E(l) = (1-21) E(lr) = (1-21)'lo = €™l
rae lg— BEpOSTHOCTD UACHTUYHOCTH (TOMO3MIOTHOCTH) B MPeKoBoi nomyssiiun (t=0); | — TeMIT MyTHPOBaHUS Ha JIOKYC
JUIsl HEUTpalIbHBIX ajuienel (paBHbBIN AJIsl BCEX JIOKYCOB);  — YHCIIO MMOKOJIEHUH, MPOIIEAINUX ¢ Hayalla JUBEPTeHIINH.

3TO 3HAYUT, YTO MATEMATHUECKOE OXKHUIAHNE JUIsSI CTAHJAPTHON TeHeTHUECKON AUCTaHIIH €CTh
E(Dyn) = 2put.

To ecTp, 3Ta BeMMYMHA YBENWYUBAECTCS BO BPEMEHH MPOMOPLUOHAIBHO (JIMHEHHO) TEMIy MyTaIluil.
[MosToMy Dy mpuMEHSIOT B ciydae JTUTEIbHOH 3BOIIOLUM, MPU KOTOPOH CyONomymsiuyd IUBEPTUPYIOT B
pe3ynbTaTe MyTaluii u npeiida reHo. [T MHHUMAIBHON T€HETHYECKON NUCTaHIHU, Dpi,, MaTeMaTHnyeckoe
oxunanue ecth (Takezaki, Nei, 1996)

-2
E(Dumin) = J(I - %),
rae J — oxujgaemMasi TOMO3UTOTHOCTD IBYX IOIYJISILUN.

U3 marematndeckoro oxxuaanust i1 Dy MOXKHO NOIYYUTh BpeMs PACXOXKICHHUS CyOIOMyISIIMMA:

Ecmu wmzonsmust Mexay cyOomonmymsuusiMu OyneT He aOCONMOTHON (YTO XapaKTepHO JUIsi MHOTHX
pEATbHBIX JIOKAJIBHBIX MOMYNANWK), TO MHrpanus (IMOTOK TEHOB) OyJeT WpPEemsATCTBOBATH IPOIECCY
JUBEPTEHIMH. DTO OTPA3UTCs HETATHMBHO HAa BETMYHHE F'€HETHUECKOM TUCTAHLINU U, CIEI0BATEIbHO, HA OLICHKE
BPEMEHH PACXOKACHUA MOIMyNsanuii. belna mpemioxkena Mepsl BpeMEHU JTUBEPTeHIIMHA IO MUKPOCATEITUTHBIM
JIOKycaM, KOTOpasi He 3aBHCeNa OT AMHAMUKH TOIYJISAIUN U JOCTATOYHO YCTOHYMBA K CIIa0OMY ITOTOKY T€HOB
(Zhivotovsky, 2001, 2006).

B ouenp mpencraBurensHoM uccinenoBannu (Gautier et al., 2007) OblIM MOJTyYeHBI T€HETHUECKHE
JUCTAaHIIMU MEXAY JAEBATHIO €BPONEHCKHMH TOPOAAMH KPYITHOTO POraToro CKOTa, KOTOPHIE B CpPEIHEM
coctasuiu 0,04+0,01, mexay mecteio appuxaHckumu mopogamu — 0,04+0,03 u Mexay eBpONelCKUMH H

* TepMHH «MaTEeMaTHUEeCKOE OXKHUIAHME» CBSA3aH C HayaJbHBIM TEPHOJOM BO3HHKHOBEHHUS TEOPHH
BEPOSITHOCTH, Koryia 0o0NacTh €€ MPUMEHEHUs] OrpaHHYHMBajach a3apTHBIMH WrpaMu. Mrpoka WHTEpecoBao
CpelHee 3HAYEHUE OXHJIAEMOTO BBIUTPHINIA WJIM, HWHAYe, MaTeMaTHYeCKOe OXKUJIaHWe BBIUTPbIMA. J[Js
MaTEMaTHYECKOTO OXHUJIaHUS CIyYaliHOW BENMYMHBI X HCNoib3yioT obo3HaueHus E(X) wmum M(X) (Kpemep
H.III. Teopus BeposiTHOCTH M MaTteMaTudeckas ctatiuctika. — M.: KOHUTU-IAHA, 2006, 573 c.).
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appukanckumu nopogamu — 0,11+0,02. TTo (MacHugh, 1996) Temnbr mytamuii 10-°...1072 Ha reH/mokoseHue.
Torna npoOKUTEIBHOCTS TUBEPTCHLIUH OLICHUBAETCS B

t=0,11/(2%0,00001) = 5500 mokoneHUH.

Ecmu  mpuHsATEIe  gOMyIIEHWsT W TPEANOCHUTKA  OBUIM  PEJICBAHTHBIMH  (COOTBETCTBOBAIU
JCHCTBUTEIBHOCTH), TO MOXKHO IOJiaraTh, YTO pa3leICHUE MPEAKOBOW TMOMYJSIMA Ha appUKaHCKYIO U
eBPOIEHCKYIO YacTh Hayajuoch 27-33 Thic. eT Ha3a[ (IpU TeHepalliOHHOM HHTepBajie 5-6 eT) u nmpumepHo 10
Teic. Jer Hazan (=(0,04x5)/(2x0,00001)) Hawamach IWBEpPreHIUS BHYTPH OSTHX IBYX CyONIOyJSINi
(moMecTuKarms).

JIiis «OCTPOBHOM Moenm» oKuaaeMoe paBHoBecHOe 3Hadenne Fst ecth (Wright, 1943)

1

Frr—m«————.
ST an,m+4n i+l

W3 3TOr0 COOTHONICHHS CIIEAYET, YTO Ha CTENCHb IMBEPIEHIMH CYOTOMYJSIUA ONMpeaesstonee
BJIMSAHUC OKa3bIBAKOT HC N U 1M, a HUX HpOI/I3BeZ[CHI/IC, ne><m, T.C. HUCJIIO HeﬁCTBHTCHLHBIX I/IMMI/IFpaHTOB 3a
nokojeHue — M.

Jlerrep (Latter, 1973) npeanoxun cootHomenue misi Ggr:

1 0
S
an,| — |(m+p)+1
e(s_lj( )

[Tpr m>>p (cymecTBeHHO OOJNBIIE) OHO MOKa3bIBaeT, YTO Gst 3aBUCHUT TOJIBKO OT aOCOJIIOTHOTO YUCia
MurpanToB Nm u uncia cyonomymsiuii (S). [lpu S=co 3T0 BEIpakeHHe TOXKIECTBEHHO C TaKOBBIM s Fsr. Ecmu
JOMYCTUTh, UTO U<<m, T.€. 4n, p = 0, TO

Ggr~

1-Ggr
4Fst 4Ggr
s ckopoctu murpartiu (M) Txoct (Jost et al., 2018) mpuén ciemyrorinee COOTHOIIEHHE:
M= UGgr —1—-4n, u(s/(s-1))
4n,(s/(s-1))2
ITpu aHanM3e MUKPOCATEIUIUTHBIX JIOKYCOB 3HAUCHHsI CTATUCTHK Fst U Gst OrpaHHYEHbI BETHYHHON
rereposurotuoctd, Hs, B mpememax cybmomymsmmit.  Xeapuk  (Hedrick, 2005)  mpemmoxrn
CTaHIapTH3UPOBAHHYIO Mepy Au(depeHITHaIiK, Ha OCHOBE OPUTHHATIBHOM OlIeHKH Gt
. _ Gsr(s—1+Hs)
ST= '
(s-Dd-Hg)
Ota craHmapTuzanus pacmpoctpaHsercs W Ha Fsr. X0oTS HeT mpsAMON CBSI3W  MEXIy
CTaHIAAPTH3UPOBAHHBIMKM CTATUCTHKAMH M M, TPEANOJAracTcs, 4To OIEHKA YMCIIa MHTPAHTOB 0€3 BIIMSHUS

(BOB,Z[GIZCTBI/IH) Hs MOXET 6LITB I[NoJIy4€Ha € IMOMOIIBIO KOM6I/IHaLII/II/I CTAaTUCTUK O- U IOCJIC CTaHAAPTHU3aAlluU
(Meirmans, Hedrick, 2011):

MriBT n Mms

M=RST 1St
4Fst 4Ggr

Benuunna M MoxeT B onpeiei€HHON CTENEHN XapaKTEPU30BaTh MHTEHCHBHOCTD MTOTOKA FEHOB MEXY
cyononysiusive. Yem 0oJIbIlie cTeneHb TeHHOH MuddepeHmaiy cyormonyIsuii, TeM MeHble BeTnanHa M.
Ecnu 2M<1, To cyOnomysiiuyu UMEIOT TEHACHIIUIO K JUBEPreHIMK; TPH 2M>1 TEHICHIIMU K AMBEPICHIIMN HET
(Holsinger, 2010).

[MTokazauno (Hedrick, 2005), uro B ciryyae, KOTJja IMEIOT MECTO MYyTallM¥ U MUTPALUs M JOITyCKaeTcs,
4TO 4Nell MOXKET XapaKTepu30BaThes cooTHomeHrneM Hs/(1-Hs), To

M ~ 1-FsT A+Hs/A-Hs)
4Fst

Ipu puxcupoantom 3uaueHuu Fst (Gst) moBeiienue Hs (reTepo3UroTHOCTH, T.€. MOBBIIICHUE TEMIIA
MYTalrH1) MPUBOIUT K CHIDKEHHIO OKHIAEMOT0 YHCIIa MUTPaHTOB.
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Teoperudecku, oxumaeMasi reTepo3uroTHocTh H, ecth GyHKIMS 3PPEKTUBHOTO pazMepa MOy
(ne) u Temma mytanuu 3a nokodenue ([). B ciydae IAM u HeGOJBIIOrO YKCIA aJUIEIbHBIX COCTOSIHUI TeHa
(Takezaki, Nei, 1996)

_ 4ngu
T+4ngu

a JJisd SMM oXuaacMasa reTepo3uroTHOCTL €CTh
1

J1+8ngn

Heit u Taxesaxu (Nei, Takezaki, 1994) uccnemosanu in silico (koMmmproTepHOE MOIEIHPOBAHHE)
NIEBATH MEp TCHETHYCCKOW MAWCTAaHIWM W JBa IOAXO0JAa K TIOCTPOCHHIO (HIOTCHETHYECKOro JpeBa
(meHapOrpaMMBbl), IMEHHO: «METOJI HEB3BEIICHHOTO TOMAaPHOT0 IIEHTPOMIHOTO yecpeaneHus» (unweighted pair-
group method with arithmetic means, UPGMA) u metox «mnpucoeauHenus cocezeit» (neighbor-joining, NJ). B
metonie UPGMA mpeamonaraercs, 94To TEMITBl ABOJIOIUN OJUHAKOBHI JJISI BCEX JBONIOIMOHHBIX BeTBeil; NJ-
METOJT He TpeOyeT TaKOro JOMYIICHUSI.

Ilocie TCHCPpUPOBAHUA JAHHBIX IO 4YaCTOTaM ajiene u MOJIy4YCHUA TCHECTHYCCKHUX I[I/ICTaHHI/Iﬁ JJIA
Kakaoro Habopa okycos (10, 20, ..., 100 mokycoB) ¢ nByms ypoBHAMHU cpenHel rereposurotHoct (H=0,16 u
H=0,5), ctpounuce ¢unoreHeTnueckue Apesa. VX TOMmoIorusi cpaBHUBAIACh C TAaKOBOH MOJEIBHOTO JIPEBa.
[Ipouenypa moBTopsiack 100 pa3 ¢ pacy€éToM mpoIEHTa MOBTOPOB MpaBmiibHON Tomonoruu (Pc). Beuio
MMOKa3aHO, YTO CTaHAapTHas TeHeTwdeckas pawctanius Hes (Dy) dydme moaxomuT A ONEHKH
SBOIONIMOHHOTO BpeMeHH, deM Da. Ilocmemuss Takke MOXeT OBITH HCIIONB30BaHA IS STOW IENH, €CIH
paccMaTpuBaeTCs KOPOTKHUN DBOJIOIUOHHBIN mepuoj. [Ipu peKOHCTPYKIMKM (PHIIOTEHETHYSCKUX JpeB Oolice
sddexktuBHON Obma Da-muctanmms (otHocurensHO Dy). I[lpm  ypoBHe rereposurornHoctn H=0,16
koad¢uruert Pe Obin Becerma Berme ans NJ-merona, gem ans UPGMA. Uckmrouenuem Owvima Dy-muictanius,
korpa Metos; UPGMA nokassiBan 0osiee Bbicokue 3HaueHus: Pc. Onnako npu H=0,5 NJ-meTon naBan Gosee
Hu3kue 3HaueHus Pc, ueM UPGMA moutu co BceMu MepamMH TI'€HETHYECKHUX IUCTaHIUMH. B aHamorudHoim
pabore (Takezaki, Nei, 1996) Da-mucrannust Hest u xopaoBasi De-nucranims Kasamun-Chopua u Dasapica
(Cavalli-Sforza, Edwards, 1967) xak mis IAM, tak u mis SMM, moKa3bIBaid, Kak MMPaBUiio, 00jiee BHICOKHE
3Ha4YeHUs P, yeM NpH UCHOJIB30BaHMU APYTHX MeEp. Pe3ynbTarsl HE 3aBUCENN OT TOrO, UMEN WIM HE UMEI
MecTO 3G HeKT «OyTHUTOYHOTO TOPJIBIIIKAY (CYKEHUS ¥ PaCIIMPEHUS YUCISHHOCTH TTOMYJISIIAHN).

H=1-

3akaounTeIbHbIE 3aMeYaHMS

Hmeercss m0OCTaTOYHO MHOTO HMHAEGKCOB (QHUKCalWu, Mep JAUCTaHIMM W Ko3(dduuueHTos
mddepeHnnanmm, Tak WM HHaYe XapaKTepU3YIOIUX TeHETHIECKUE Pa3InYHs/CX0/ICTBA MEXKLY MOMYIISISIMA
(Nei et al., 1983; Takezaki, Nei, 1996). HecmoTpst Ha TO, 4TO 3TH MEpPbI YacTO OA3UPYIOTCSA HA PasHBIX
OMOJIOTHYECKUX U MaTEeMAaTHUYECKUX MPEANOCHUIKAX, UX OIEHKHU IMOJIOKUTENBEHO KoppenupytoT (0,74-0,99 o
Barker, 1999), oco6eHHO pu HEOOIBIINX TEHETHYECKUX PA3THUUUAX MEX Ty Homysusmu. [Ipu 3HaunTenbHOM
muddepeHInanuy MOMyJISIUi MOTYT HWMETh MECTO CYIIECTBEHHBIE DPACXOXKACHHUS OIICHOK, MOTyYeHHBIX
pa3sHBIMM METOJaMH. OJTO OCOOEHHO OTHOCHUTCS K aHaJW3y MHKPOCATEJUIMTHBIX MAapKepoB, KOoraa
npeanoiaratTcs pasHsie Tabl mytanuid (Takezaki, Nei, 1996; Goldstein, Pollock. 1997; Paetkau et al., 1997).

N3-3a pa3HBIX TEMIIOB MyTalluid B JIOKycaxX U Jpeiida reHOB OIEHKH TeHETHUSCKUX JTUCTAHIINNA MEXITY
MOMYJSIIAAMA  BapbUPYIOT 1O JIoKycaM. OKOH4YaTenbHas OLEHKAa TEeHETHYECKON JMCTAaHIMU SBJSETCA
(yHKLIMEH YacTHBIX TeHETHUECKUX AMCTAHLUH M0 KaKAOMY JIOKycy. Ecnu uMeercs M j10KycoB mo N oco0sm
KaXJIOro JIOKyca, TO BBIOOpOYHAs BapuaHca OICHKHM TI'eHEeTHYecKOW AUCTaHUUHU (Vgymmp) BKIIOYAET 1Ba
xkommonenta (Nei, Roychoudhury, 1974; Li, Nei, 1975; Nei 1978; Kalinowski, 2002):

Vsum(m,n) = Vinter(m) + Vintra(m,n)y
Trac Vinter(m) — MCIKJIOKYCHAsl BapuaHCa pAacCHpCACIICHUS TCHCTUYCCKUX }:[I/ICTaHLII/Iﬁ 10 JIOKyCaM; Vintra(m,n) —
BHYTPUJIOKYCHAA BapuaHCa, KOTOpasd NpCaACTaBJIsACT coOoit BBI60quHy}O BapraHCy, OTHOCAIIYIOCA K BBI60pKe
OrpaHUYCHHOI'O YHCJia ocobeli o HCCICAYEMBIM JIOKYCaM.
MC)KJIOKyCHa}I BBI60pO‘IHa}I BapraHCa COKparlacTcs 3a CUET IIPUBJICUCHUA OOJILIIOIO YMCIIa JIOKYCOB,

BHYTPWJIOKYCHAasA BapuaHCa — IYTECM 0T60pa Oospioro umcia ocobei. Ecmu MCIKJIOKYCHAas1 BapuaHCa
CYHIECTBCHHO MCHBIIIC BHYTpHHOKYCHOfI, TO HPHUBJICUCHUC OOJIBIIIOr0 YHCa JIOKYCOB HC 6y2[CT 3(1)(1)CKTI/IBHBIM
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crocoOoM CHIDKEHUS! 00I1ell BRIOOPOYHON BapHaHCHI, H HA000poT. IlosToMy amnst momydeHus] CTaTHCTUYECKH
3HAYUMBIX OIICHOK F€HETUICCKUX MTUCTAHITHH (KO3 GUITHEeHTOB AuddepeHITHAINI) i 00bEKTUBHBIX BHIBOIOB O
TCHETHUECKOH CTPYKTYpe TMOIMYJSIMK, BBHIOOPKH JIOKYCOB W OCOOEH HOIKHBI OBITh, TO-BO3MOXHOCTH,
PaHIOMHU3UPOBAaHHBIMA M JIOCTATOYHO OOJbIIMMH. Hampumep, aAis mpenBapuUTENbHOrO aHajiu3a o
mukpocartemmutam  FAO  (2007/2010) pexkomMeHIyeT  HCIIONB30BaTh MHUHUMYM 25  JKHBOTHBIX,
reHOTUNUpoBaHHBIX o 30 mokycamu. Jlyume, ecnu 3apanee OyaeT BbIOpaHa HanOonee >pQeKTUBHAS cXxema
uccieoBanus (MUHUMalbHAs OIIMOKa pe3ynbTaTa MIPU MUHUMAIBHBIX M3/IEPKKaX), UTO MperonaraeT 3HaHue
OTHOCHUTEJIbHBIX BEIUYHH MEX- 1 BHYTPIIIOKYCHBIX BAPHAHC ¥ KOMIIBIOTEPHOE MOAEINpoBaHue. B nmpoTuBHOM
Cllyyae OLIEHKU IapaMeTPOB MOTYT UMETh 3HAYMTEIbHbIE BEIOOPOYHBIE OLIMOKH.

31ech YMECTHO YHOMSIHYTh O OMOJIOTHUECKOW M MPaKTHYECKOW 3HAYMMOCTH OLICHOK T'€HETHYECKOH
midpdepennmanuu. Tak, B pabore (Smaragdov, 2018) Fsr-omenkn remeTmyeckux mucTaHiumii mo SNP-
MapkepaM, paBable, Harrpumep, 0,009, 0,005 u maxe 0,002, OpuUTH CTATHCTUYECKH 3HAYUMBIMU (CTaHIAPTHBIC
omu6Oku < 0,0003). OgHako ux OMoNOrMYecKas v, TeM 0oJjiee, MpakTUIecKas 3HAYUMOCTh, Ha Halll B3TJISAM, HE
OYEBHJIHBI, KAK U YTBEPKACHUE aBTOPA, YTO «KOPOBBI B KAKJOM CTaJie TCHETHUECKH OTIMYAIOTCS OT )KUBOTHBIX
B JIpyrux cragax» (OHH, B MPUHLUIE, OTIUYAIOTCS M B IpEAenax cTaaa). 3aMeTUM, YTO IO KIaCCH(PHUKALUH
Paiita mpu Fst < 0,05 (wim 5%) renernyeckas auddepeHunanus MOMyISIIUNA CUUTACTCA HE3HAUUMENbHOU
(Wright,1978). Kak nam mpencramisiercs, auddepennuanuto MmeHee 1% MOXHO OTHECTH K KaTETOPUU «HE
MMEIONINH CYIIECTBEHHOTO 3HAYEHUS WM HIUUTOXKHOW» (Tipu Fsr=0 cyOmomynsamun He pa3ingaroTcst 0 YUCITY
n 4vactoTaMm ajueneii). I'omoreHHocTs (0gHOpOXHOCTH) cTan Ha ypoBHEe 99,1-99,8% o3Hauaer, yTo HX
aJJIeNbHBIe MPOQWIN MPAKTHYECKH OJMHAKOBBI. [[03TOMY HHTEPIIPETHPOBATh NOAOOHYI0 «In(hdHepeHIaLINIO
HEOOXOIMMO C OCTOPOKHOCTBIO B COOTBETCTBHUHM CO 37paBbiM cMbiciioM. CTuBeH KamuHOBCKHM, KOTOPBIH
paccmarpuBai in SiliCo 3BOTIONMOHHbBIE U CTATUCTUYECKHE CBOMCTBA TPEX FCHETUIECKUX JAUCTAHIINM, OTMEYA:
«Kakas Obl reHeTHuecKkasl AMCTAHIUS HU HCIOJIB30BaNach sl 00OOIIEHHS TEeHETHYSCKUX Pa3lIMuuil MEXIy
MOMyJSIUAMH, camMoi OoNbIION MpobieMoil OymeT pelieHue, KaKue SBOJIIOIHMOHHBIC TMPOLECCHl CO3IAIU
HaOIromaeMblil MaTTepH, W OLEHHUTh, KaKyl0 OHOJIOTMYECKYI0 3HAUYUMOCTb 3TO HMEET MAJS TOMYJIALUID
(Kalinowski, 2002).

Buonoruueckass OCHOBa CTaTUCTHK pa3HOOOpa3us — JAMHAMUYHBIA SBOJIIOIMOHHBIN mporecc. Kak
MPaBUIIO, BCE MEPHI CXOACTBA/PaszivuMsl MOMyJSIUHA pa3padaTbIBAIUCH Uil TOTO, 4TOOBI HCCIENOBaTh
(¢uIoreHeTHYeCKue OTHOLICHUS MeXIy (OpMaMu XHU3HHM 4Yepe3 OLEHKY Te€HETHYECKUX (SBOJIOLHMOHHBIX)
JTUCTAaHIMKA. DTH Mepbl O0asupyroTCs Ha pPa3IMYHBIX MOJENSAX «UCTOPUH SBOJIOIUH», C pa3HBIMU
TCHETHUECKUMU M JeMOTrpadUyeckux JONYHICHUSIMH U TPEINOJIOKECHUSIMH (paBHOBECHAS TOMYJISIINS,
octpoBHass mozens, 1AM, SMM). Jlaxxe B NpHUPOMHBIX TMOMYJSIIHAX C €CTECTBEHHBIX XOJOM SBOJIOIUU
BBITIOJTHEHUE BCEX YCJIOBUH W JIOMYIIEHWH MOXET ObIThb ManoBeposTHbIM. Ilo muenuto JI.A. J)KuBoTOBCKOTO
(Zhivotovsky, 2006), i TONMyJISIIUMA 4YeJIOBEKAa HU OJJHO M3 TEOPETHYECKHUX JOMYIICHUH HE BBITOIHICTCS.
XKusorosckuii (Zhivotovsky, 2001) Taxke mokasan, 4TO €CIM YHUCIEHHOCTh TOMYJSIUN YBEIMYUBACTCS, TO
OLICHKAa BPEMEHM AMBEPreHUUH 3aHmwxkaercsi. Kpome Toro, B peaqbHBIX YCIOBUSX TPYAHO ONPEACIHTH,
HAXOJISATCSI JTX TIOMYJISIIIMU B COCTOSTHIH PaBHOBECHS, MJTM HET. Y YUTHIBasi BpEMEHHON MaciTad, HeOOXO0AUMBIN
JUISL IOCTHXKEHUS TIOIYJISIIIUSMU PaBHOBECHSI, BIIOJTHE BEPOSTHO, YTO MHOTHE BHJIBI JJAJIEKH OT €T0 JIOCTHIKECHHSI
10 MHOTMM T€HETHYECKUM JIOKycaM (T.€. OHM BCE el1e HaXOsTCs B HEPABHOBECHOM COCTOSTHHH).

Y JIOMECTHIIMPOBAHHBIX BWJIOB JKHUBOTHBIX ECTECTBEHHBIH XOJ| pPa3BUTHS HapyllaeTcs W3-3a
WCTIOJIb30BaHMS Pa3HbIX METOJIOB CEJICKIUM M KPOCCOPHJIMHTA, KaK IS YIAYYIICHHS «CTapbiXy», Tak W s
CO3JIaHMs «HOBBIX» TOPOA. «OBOJIIOLMOHHBIE MCTOPHM» TOPOA MEpPEeIUIeTAIOTCS M CMEIIHBAIOTCS.
Teoperuueckue MOAENH, 3aT0KEHHBIE B CTATUCTUKAX pa3HOO0pas3us, B YCIOBUAX HCKYCCTBEHHOTO Pa3BeeHUS
KUBOTHBIX TIPEJICTABISIOTCS emé Ooyiee HepeaTucTHUHBIMHU. [lodTOMY 3BONFOIMOHHO-JEMOTrpaduyeckne
MOKa3aTel M PEKOHCTPYHPOBAaHHbIE HepapXuiyeckue (UIOreHeTHYeCKue MAEpeBbs, YCTAHOBJICHHBIE IO
OLIEHKaM T'€HETHYECKHUX IUCTaHLUH, MOTYT OBITH Aajieku OT UCTUHHBIX. Kak ormeuanocs B MaTepuaiax GAO
«CocTosiHHE  BCEMHPHBIX TEHETHYECKHX  pecypcoB...»  (2007/2010), HemocTaTok pPEKOHCTPYKIIUH
(DUIIOTEHEeTUYECKOTO JIPEBa JIOMAIIHUX )KUBOTHBIX B TOM, YTO 3BOJIIOINHUS €T0 BETBEH HE MOXKET 00pa30BBIBAThH
CeTb; BETBH MOTYT PAaCXOJIUTHCs, HO HE MOTYT MOSIBIISITHCA 3a CUET nepecedeHus. HoBeie mopobl, Kak MpaBuiio,
BO3HHKAIOT B pe3yjIbTaTe Pa3UYHBIX THIIOB CKPEIIUBAHUS MMEIOMIUXCS TOpoa. CIIOXKHBIE «IBONOIUOHHBIE
CIICHApUHU» IIOXO OMHUCHIBalOTCSA TakuMu MetonaMu, kak UPGMA u NJ. TToaToMy mostydeHHBIE C MX TIOMOIIBIO
«PEKOHCTPYKLUU» CIETYET BOCIPUHUMATD «C OCTOPOXKHBIM CKENITUIIM3MOMY (B JYUILEM Cllydyae, KaKk BapHaHT
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KJacTepu3anyn). Bo3moxkHo, Ooniee peaqCTHYHBIMU W TIOJIC3HBIMH JUIS TEOPHH W TPAKTUKH Pa3BEIACHUS
NPOIYKTHBHBIX JKHBOTHBIX OyayT «dumorenernueckue cetw» (phylogenetic networks), mpeaHazHaucHue
KOTOPBIX aHAIM3 M BU3yalIH3alUsl TaKUX TMEPEKPECTHBIX COOBITHH, KaK THOPHAW3ALMS, TOPHU30HTAIBHBIH
MepeHoc reHoB, pekoMOuHarws u 1.11. (Huson, Bryant, 2006).

Tem He MeHee, eciaM 3ajaueil WCCIETOBAHMSA SIBISICTCS aHAIU3 TOJBKO MeKyujeco0 TEHETHIECKOTO
pa3Hoo0pa3us KOHKPETHBIX BEIOOPOK (MOPOJ, TMHUH, CTal, TPYII )KUBOTHBIX ), TO CTATUCTHKH Hest MoryT ObITh
xopouieir mepoit ux audpdepenuumamuu (Holsinger, Weir, 2009). bproc Beiip (Weir, 2012) ormeuan: «Kak
OINMCaHWe TEeKYIIUX YacToT, moaxox Hes sBiseTcs MOAXOAAIIMM, HO TOTAA HET HUKAKUX OCHOBAHUH JUIs
HBOJIIOIIOHHON MHTEPIIPETAllNH OIEHOK, M HET HUKAaKMX OCHOBAaHWH JUIS TOTO, YTOOBI JeNaTh 3asBICHUS O
JUBEPTEHIMN OT MPEIKOBBIX MOMYISIHHA, 3P PEeKTax ecTECTBEHHOT0 0TOOpa MM CTENeHN MUTpauuu». OueHkn
UDy ¥ UGst MOTYT CIYXHUTh I[IEHHOHN JIOTIONIHUTEIbHOW HH(pOpMAIUEH, MO3BOJSIONMICH CeleKIMOHepaM B
COBOKYITHOCTH C TPaJUIMOHHBIMA U OMOMETPHYECKUMH METOJaMU IMPHHUMATH 0o0Jiee MPaBHIbHBIC PEIICHHS
MO Pa3BEJCHUIO MPOAYKTHBHBIX J>XHBOTHBIX. B YacTHOCTH, HAa OCHOBE MATpPHUIl IMOMAPHBIX T'C€HETHUYECKHX
JUCTAaHIMK MOPOIHBIX BBIOOPOK M uXx 2D (3D) Buiyanuzanmu (HampuMmep, METOAOM TJIaBHBIX KOOPIMHAT —
principal coordinate analysis, PCoA) MOXHO TeHeTHYeCKH OOOCHOBATh: () BBIOOP MOPOIBI IS YIIyUIICHUS
cTaja Wik WHOU mopojsl, (0) BEIOOp MOpOA ISl MPOMBIIUIEHHOTO CKPEIIUBAaHWU C TEM, YTOOBI IONYYUTH
ekt rereposuca, (B) CXeM JIMHEHHOIO pa3BElCHHUS, Kpocca JIMHUM W TPYNIOBOro moadopa Jyis
MUHUMH3AIIA WX ONTAMHU3aNU Kod(puimenTa nHOpUanHara, (T) BRIOOp «MECTHBIX» MOPOA(BI), KOTOPHIE
CIIeTyeT COXPAHUTh (WX TIOTJIATHTH), TPU YCIOBUH HEJOMYIIEHHS CHIDKECHHS TEHETHIECKOTO pa3HOOOpasHsl.
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Nei’s methods for analyzing genetic differences between populations
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ABSTRACT. A key issue in determining and measuring population differentiation is the quantification
of the nonrandom distribution of genetic variation. Studies of species divergence and genetic differentiation of
populations require analysis of both heterozygosity (diversity) and genetic distances (difference), which
measure different aspects of variability. Knowing how genetic variation is distributed among populations has
important implications not only for evolutionary biology and ecology, but also for breeding and conservation of
breeds of productive animals. There are various methods and computer programs for analyzing genetic
variation by DNA markers (microsatellites, single nucleotide polymorphism), which are used to study animal
populations. At the same time, the genetic and mathematical foundations of methods in Russian publications
are not sufficiently reflected. Their consideration was the purpose of this work. In particular, Nei's approaches
(Nei, 1974-1994) to assess genetic differences between populations based on the probability of the identity of
two randomly extracted genes within and between populations are presented. In contrast to the Wright fixation
index for the diallelic locus, Nei's statistics are expressed in terms of intrapopulation and interpopulation gene
diversity. Formulas for calculating paired genetic distances and summary estimates of the gene differentiation
of populations are presented. The numerical examples illustrate: a preliminary y° test for the difference in the
allelic profiles of populations, calculations of unbiased estimates of the minimum (uD,,), standard (uDy) and
maximum (uDn.x) genetic distances, combined estimates of the absolute (uDs7) and relative (UGst) gene
differentiation, their variants and standard errors. Nei’s gene diversity measures are applicable to any
populations, regardless of the number of loci, the polymorphism of alleles at the locus, the presence of
evolutionary factors (mutations, migration, gene drift and selection). Estimates of Nei's genetic differentiation
and genetic distances by molecular genetic markers can provide valuable additional information that allows
breeders, in combination with traditional and biometric methods, to make the right decisions on breeding,
improving, crossbreeding and preserving breeds of productive animals.
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