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AHanMM3UpyeTcs MOEJIb CIab0ro 0TO0pa 1o XXKU3HECIIOCOOHOCTH MO ABYM JIOKYCaM, 3aJaHHast OOBIKHOBEHHBIMU
nuddepeHIaIbHBIMU YpaBHeHUAMU. C1a0Oblii 0TOOP paccMaTpUBaeTCs KakK BO3MYILeHe MOAeIN 6e3 0TOopa.
C momolbIo TEOpUHY BO3MYILIEHUM HalieHa olleHKa KoadduireHTa D HepaBHOBECHOCTH I10 CLEIUIEHUIO
B TepMMHAX MPUBBIYHBIX KOHLEMIINMI cpenHuX 3dHEeKTOB B KOJUUECTBEHHOM reHeTUKEe U B TEpPMUHAX TEOPUM
CUHTYJISIPHBIX BO3MYIIIEHUIA B MaTeMaTuKe. [lomydeHHbIe pe3yabTaThl 000011atoT BeiBoAbI M. Kumypsl mis
JIBYX TUAJIJIENbHBIX JJOKYCOB Ha Cydyail MHOXECTBEHHbBIX ajllefieil U MO3BOJISIOT CTaHAApTU3UPOBATh aHAIN3
€1ab0TO IeMCTBUS CUCTEeMaTHYeCKUX (DAKTOPOB MUKPOIBOJIIOLIMY B MOMYJISILIMOHHOM FreHEeTUKE.
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[Tpo6aemMbl TEOPETUUECKOro aHaIM3a FeHeTUYEeCKON
JIeTepMIHAIINY KOJIMYECTBEHHBIX IPU3HAKOB IIPUBJIC-
KaJu BHUMaHME U pa3padaThiBAIUCh CO BPEMEHU BO3-
HUKHOBEHMS MOIYJISIUMOHHON reHetuku [1, 2].
Torna xe dhopManu30BaIUCh MOHITUS AAIUTUBHOCTH
u anmcTasza 3G PEKTOB TeHOB, IeTEPMUHUPYIOIINX Be-
JU4YrHYy npusHaka. C TOYKU 3peHUs] MUKPOIBOJIIOIUU
OCOOBII MHTEpEC TIPENCTaBIIeT COO0 TaKOM TTPU3HAK,
KaK >KM3HECITOCOOHOCTh 0CO0E, MOCKOIbKY OHAa CaMbIM
OYEBUIHBIM 00Pa30M BIMSICT HAa TMHAMUKY TeHETHIC-
CKOM CTPYKTYPbI MOMYJISILIUMU.

Ha 3ape craHOBJIeHUS] TEOPETUUECKOU MOMYISIIU-
OHHOI FeHEeTHKM ObLIN OTpe/ie/ieHbl OCHOBHBIE TTPOCThIE
CBOICTBA T€HETUYECKOU CTPYKTYPHI IPU CIAYyYaiHOM
CKpelIMBaHUU U OTCYTCTBUU OTOOpPA B AUTLIOUIHOMN
MOMYJISILIMY — 3aKOH Xapau—BaiiHOepra B OTHOILIEHUM
OJIHOTO JIOKYCa U MpelesibHasl C TeYEHUEM BPEMEHU
HE3aBUCUMOCTb KOMOMHUPOBAHWS T€HOB B TEHOTUTIAX
JUTSI HECKOJIBKUX JIOKYCOB (PaBHOBECHE IO CLETUIEHUIO).
B nanpHeiiieM BbhIICHUIACH BOBMOXHOCTD €€ Hapylle-
HUSI, HAIIPUMEP, U3-3a 0TOOPA, YTO PE3KO YCIOXKHSIET
aHaJIU3 CTPYKTYPHI.

Hnsg Momeny ¢ HeTIpepBIBHBIM BpeMeHeM OTOopa
10 )KM3HECTIOCOOHOCTH B IMOIYJISIIIMU C HETIepeKphIBa-
FOIIUMUCS TTOKOJICHUSAMU 0€3 BO3PACTHOM CTPYKTYPBI
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000CHOBaHME UCIOJIb30BAaHMSI PABHOBECHSI TIO CLIeTLIe-
HUIO OBLIO IIPEICTaBIeHO aBTOPOM [3] Ha OCHOBE BBI-
JeJIeHUs OBICTPBIX M MEJIEHHBIX TTepeMeHHBbIX. [1o3xke
MHOSBUJIOCH J0KA3aTeIbCTBO U JJII MOAECIHN C JUC-
KpeTHBIM BpeMeHeM [4]. B nutupyeMbix paboTax ciy-
YyaifHOe KOMOMHUPOBAHKUE TEHOB PACCMAaTPUBAJIOCh KaK
JIMIIb TPUOIMXKEHHOE, U OTKJIOHEHHWE OT HEero ObLIO
M3y4EHO B MEHBIIIEH CTETICHMU.

B 1965 1. Beiuta pa6ota M. Kumypsi [5], uccaeno-
BaBIIIETO HapYIIIeHEe OT CBOOOMIHOTO COUeTaHWsI TeHOB
B F€HOTUIIAX B cIyvae ABYX AUAJLIEIbHBIX JTOKYCOB MpU
cJlaboM oTOope 1o ku3HecrocooHoctu. M. Kumypa
rnokasaj, 4YTO HapylleHUe TaKoi CBOOOIbI HEBEINKO
(T.e. mocTUraeTcs KBa3upaBHOBECHE I10 CLIEIICHUIO),
U pazpaboTaj OpUTMHAIbLHOE 0OOCHOBAaHUE BTUX pe-
3ynbraToB. C TexX Mmop K NpodjeMe KBa3upaBHOBECUS
MPUBJIEKATIUCh TEOPETUUECKHE COOOPaKEHMSI, B OCHOB-
HOM KadyeCTBeHHBIE, Ha 6a3e reoOMeTpUIECKOM TeOpun
CHUHTYJISIPHBIX Bo3MyIeHni. Takme coobpaxkeHus [6]
00OCHOBBIBAIOT CYIIIECTBOBaHME KBa3WpaBHOBECHS
MO CLEIUIeHUI0, OJIM3K0e K MOUTH He3aBUCUMOMY CO-
YeTaHWIO TEHOB B TEHOTHUITIAaX, HO BCE-TaKM HE OILICHM-
BalOT €T0 KOJUUYECTBEHHO SIBHBIM 00pa3oMm.

Ilens HacTosIIEH pabOThl — 00OOIIICHNE aHaAIu3a
c1aboro oTbopa 1o KM3HEeCOCOOHOCTH 10 ABYM Tl -
JIEJIbHBIM JIOKYCaM Ha CJ1y4ail MHOXKE€CTBEHHBIX aJljIeJIei
C UCII0JIb30BaHMEM TEOPUU BO3MYILIeHUI [7], cTaHaap-
TU3alMsI 9TOTO aHaIn3a, a TAaKXKe aHaJIM3 OLICHKU KBa-
3upaBHOBecHs 111 KoadduieHnTa D HepaBHOBECHOCTU
0 CLEIJIEHUIO U MOJIyYeHUE PE3YJIBTATOB B TEPMUHAX
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MPUBBIYHBIX KOHLIETILIUIA cpelHUX 3(PDHEeKTOB B KOJIU-
YECTBEHHOI F'eHeTUKE U B TEPMUHAX TEOPUU CUHTYJISIP-
HBIX BO3MYIIICHUI B MaTeMaTHKe.

OCHOBHOI1 BBIBOJI HAacTOsIIel pabOThl chopmyu-
poBaH Kak Pesynbrar 4.

ABYJIIOKYCHAA MOJEJIb
C IUCKPETHBIM BPEMEHEM
MMOINYJIIAONN
C HEITEPEKPBIBAIOIIMMUCA
[TOKOJIEHUAMU

ITycThb XXU3HEHHBII MK UCCIIENYeMOM ITOMYISIIIAN
WMEET BUI. 3ameujeHue pooumenbCkoll NONYyASyuu no-
MOMKaAMUu — 0moop no JHCU3HecnocoOHOCMU —> PeKoMOU -
Hayuu — noseaeHue Nomomkos (H08020 NOKOACHUS).

DddexkTamMu penKnx MyTamii OyaeM npeHeOperaThb
B TIPENITONIOKEHUM aHaIM3a TMHAMUKY Ha OTpaHUYeH-
HOM NpOMEXYTKe BpeMeHU. HarmoMHUM OCHOBHBIE
0003HAYeHUS U U3BECTHBIC PE3YIBTATHI /IS IBYJIOKYC-
HOI Mojie/ I IMHAMUKY TIOJ1 BIUSIHUEM PEKOMOUHALIUI
(cMm., Hampumep, [8]). PaccMoTpuM Monenb ciydaiiHO
CKpelMBalolleiics AUMIOUIHOM (TarIoOuAHOI) MoITy-
JISILIVH ¢ HETIePEeKPBIBAIOIITUMICS TTOKOJICHUSIMU U TUC-
KPETHBIM BpEMEHEM B OTHOIIEHUW KOHLEHTpalUi
pi = p;,;, TAIUIONIHBIX TCHOTHIIOB IBYX ayTOCOMHBIX
JIOKYCOB k W m, HECYIIUX aJIJIEJIM C HOMEPaMH iy, i,
COOTBETCTBEHHO, 1 C BEPOSTHOCTHIO PEKOMOMHAIIUYN
r>0. YpaBHeHUsI IMHAMUKN YACTOT p; ; B MOJIE/IH J1aB-
JIEHUST peKOMOMHAIMI UMEIOT BUIT

pi’kim = pikim N r(pikim - xik y’m) = p[k[m - rD[k[m’
D, =(- r)Dikim; (D

iy
xik = Zpikim’ yim = zp[kim’
im ik

D, =p —x, 5 (P ()=
=x;, )y, ()+D;; (1), (2)

X; ,¥; ,D;; — 4acToThl ajjieneit K-ro U m-ro JOKyCOB
k m km

U KO3 PUIMEeHT (raMeTU4eCcKoii) HEpaBHOBECHOCTU
0 CUEIJICHUIO COOTBETCTBEHHO,  — BPEMSI B TOKOJIe-
HUSIX, IITPUX CUMBOJIM3UPYET Clienyloliee MOKOoJIeHNe.
Ha Tpaexropusx (1) yacToTsl ajuiesnei X; , ¥; TOCTO-
siiHbL [Ipn t — o0 Dy ; (1) = 0, p; (1) = x; y; .

AIIITPOKCMALMA MOAETN
CJIIABOI'O OTBOPA

VYpaBHEeHMST ITMHAMMKM JJIs1 CTAAUU OTOOpA 0 XKU3HEe-
CITIOCOOHOCTH He 3aBUCSIT OT TOTO, pacCMaTpUBaeTCsl OJl-
HOJIOKYCHBI MJIM MHOTOJIOKYCHBIH CJTydail, 1 UMEIOT BU/L

_ Ui(pa t) — vi(p, t)_v(pa t) .

! —p. =Ap. = . — ,
AR T e o

IMTACEKOB

U(p, t) = zvj(p9 t)p_la
i

rie p — BEKTOP YacTOT rarjlOUJIHBIX I'eHOTUIIOB,
U;(p, f) — XKU3HECTTIOCOOHOCTD i-T0 U3 HUX.

Bynem Ha3bIBaTh 0TOOP CIA0BIM, €CJTM BLI3BIBAEMBIE
UM U3MEHEHMS TeHETUUECKOM CTPYKTYPHI 3a IMOKOJICHUE
MaJIbl TIpY JIFOOOM TeHETUYECKOM COCTOSTHUU TOITYJIsI-
1IMU P, CKaxeM, uMetoT nopsaok O(u), 0 < u < 1. Ha-
MOMHUM, 4To O(lL) 03HAYAET, YTO U3MEHEHMUSI 0 MO-
TyJTI0 MEHblIIIe 00 paBHBI C|U| 111 HEKOTOPOIA TTI0JTI0-
KUTEJIbHOM KOHCTaHTHI C.

Pesynbvrart 1. /s moeo umobsl sghghexmuvr cmaduu
omobopa no JHCU3HecnocoOHOCMU 8 NONYAAYUU C 3A8UCS -
WUMU OM 2eHeMUHeCK020 COCIOSIHUSL P OMHOCUMENbHbIMU
Jcu3HecnocobHocmamu v; = vy(p) eenomunog bviau caa-
Obimu, AOCMAMOUHO 8bINOAHeHUs. Yca08us [v;(p) — vj(p)l =
=0(w), 0 <u < 1 02a a0bbix i, j, P.

Heobxooumbim ycaosuem caaboeo omboopa 6 nonyasyuu
¢ NOCMOSIHHbIMU OMHOCUMENbHbIMU HCUSHECNOCOOHOCMAMU
U; ABAAEMCA PABEHCMBO U,y — Upin = O(WL), 208 Uy U Uppiy
0003HAUAIOM MAKCUMAABHYIO U MUHUMAAbHYIO (U v
OMHOCUMENbHbLE ICUSHECHOCOOHOCMU.

max = min)
PesyasTar 2 [8]. Ilycmb paccmampusaemces kaacc
Modenell, ONUCbIBACMbIX CUCMEMOI PA3HOCHHbIX YPAGHEeHU
p’ =p + Ap(p, 1), e0e seauuuna koopounam eexmopa A
nopsoka O(1), 0 < u < 1. Toeda pewenue cucmemsi dan-
HO20 Kaacca annpoKcumMupyemcst peueHuem cucmembol
00bIKHOBEHHBIX UhhepeHyuanbHbIX YPasHe Ul

dp/dt= Ap(p, ).

Ecau 6 modeau smoeo kaacca dunaoudroii (eanaouo-
HOI) NONYAAYUYU C HeNepeKpblealouUMUCs NOKOACHUIMU
U3MeHeHUs KOHueHmpayuii eamem A p 6 peaynbmame 0ag-
AeHUsL [-20 U3 HECKOAbKUX NOCAe008AMeNbHO 0elicmeyouiux
6 meueHue JCU3HEHHO20 YUKAA (haKmopos8 MUKDOIGONOUUU
3a NOKOAeHUe MAnbl, Mo peuleHue MoOeau annpoKcumupy-
emcsl petieHueM cucmembl 00bIKHOBEHHbIX Oupgheperyu-
ANbHBIX YPABHEHUL]

dp/dt = ZAip(p, 1.

CJIABBIV OTBEOP
10 XKU3HECITOCOBHOCTHU
KAK BO3SMYIIEHUE

OueBUIHO, Mepexo K auddepeHInaIbHbIM ypaB-
HEHMSIM BO3MOXKEH JIMIIIb IIPU CIa0OM 0TOOpE, IIPUUEM
Ha cTaauu oTOOpa B rarJIOMAHOM MOMYJISILIAN

dp; /dt = u(v;(p, 1) —v(p, 1)) p;;
v(p, 1) = Zvi(p, Hp;, vi(p, 1) = 0(1).
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Ecinu npuHuMarh B pacyéT oTo0p U peKOMGI/IHaum/I, TO
dpi|i2 /dt (U[][2 (p) v(p))p1112 - 11[2 9
v(p) = zviliz (P)Piliz- A)

il’i2
[epeliném oT yacToT ramer p; K KoahGUIUEHTY He-
PaBHOBECHOCTH T10 ClieTUIeHMIO D 1 YacToTaM aJljiesieil:

D= py—xy, x=py+pp (X =D+ Pin)s
Y= pu+py 0, = Pyt Py (4)
=Xy + D, py, =Xy, +(=D12D.

C nomomibio (3) u (4) MOXHO COCTaBUTh YPaBHEHUS
JUHAMUKY JUIsI IepeMEeHHbIX D, X, y, HO OHU Ype3MEepPHO
rpoMo3aKu 11 3¢ HEKTUBHOTO aHAJIM3a PEIISHMS.
O6paTUMCcst K aCUMITOTUYECKUM METOIaM TeOpUU BO3-
myeHuii. [1pu cirabom 1Mo cpaBHEHMIO ¢ peKOMOMHA-
LIUSMU OTOOPE CKOPOCTh AMHAMUKU U3-3a MOCIEIHEro
umeet nopsinok O(n), 0 < u <« r, r= 0(1). Torna sd-
(bekThI 0OTOOPA MOXKHO paccMaTprBaTh KaK Majioe BO3-
MyILlIeHHe Monesn 0e3 oToopa. M3 onpeneneHuss KOH-
LIEHTpaLIuK ajuiesist X B (4) ciaeayert, 4To

31ech WieHbl U3-3a peKOMOMHAIIMI COKpallalTcs,
a cjaraeMble U3-3a 0TO0pa UMEIOT MopsioK O(L), OTKyaa
dx/dt = O()). AHanoruuHo dy/dt = O(u). Yto KacaeTcs
nopsiaka dD/dt, To ciona BxoasdT 3¢h¢heKTsl U 0TOopa,
U peKOMOMHAILMI, KOTOpbIe 3anuiieM Kak dD/dt =—rD +
WF. J17151 HOBBIX IEPEMEHHBIX

D] [=rD+uF D F
A=l woay |==rl0|+ulom,
@y | o o] low] ©

0<u<xr=0(Q0).

3nech WF COOTBETCTBYET c1aboMy JaBieHuIo otoopa u/
WY IPYTUX CUCTEeMAaTUYECKUX (paKTOPOB MUKPOIBO-
monuu. JlaHHasi cucteMa sIBJISIeTCSI BO3MYIIEHHOM,
L — MaJiblii mapaMeTp (7 He 3aBUCUT OT TeHOTHUIIA U (PUK-
CHpPOBaH).

Pesynbrat 3. Ilycms paccmampugaemes modens
OUHAMUKU 2eHemU1ecKoll CIMPYKmYypbl 2ani0u0H0i Nony-
aauuu (5) 6 omHoweHuu 08yx duanienbHvix 10kycos. Toeda
npubAudNCéHHOe 3HaueHue KeasupagHogecus oaa D nped-
cmasumo 6 uoe

*

D = %F(O, X, ), (6)

ede WF(D, x, y) onpedeasiem éxaad 6 ckopocms OuHA-
muku D cnaboeo dasaenus cucmemamu4eckux QaKkmopos
mukpoasostoyuu. Ecau WF coomeemcmeyem caabomy om-
b0py 6 eanaoudHol NONYAAYUU C HCUSHECHOCOOHOCIAMU
2eHOMUNOB {v,ll2 (p)}, mo 3nauenuem (6) 6ydem
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D" = e’ x(l-x)y1 - ), (7)

&(p) = v (p) — v1(P) — Ly (P) + Uy (P)-

*
Keazupaesnosecue no cyenaenuro D 6 (7) npedcmasumo
uepes eeHHble IPghekmol 6 sude, donyckarouem 0000ueHUe
HA cAY4all MHOJNCeCMBEHHbIX annenell:

D" = (3, - 31.(0) - 810N 1y = e (@ xi.
* * . #
30ecy 8, =v|; —v — 3gppexm cenomuna,d,, = y,, - v ,
6: = vfl —v" — apexmul e2o anneneil, wcupnas mouxa
8 HUJICHeM UHOeKce 03Hauaem ycpeoneHue (CyMMUposaHie
no UHOeKcy Ha IMOM Mecme ¢ 8eCaMil, PAGHbIMU KOHUeH-
mpayuam asneneti cCoomeemcmayioujeeo 10Kyca), v —
NONyAAYyUOHHOE cpedHee 045 Vi, (36€300uka yxazvieaem
Ha gblMUCAeHUe NPU PAGHOGECUU NO cuenaeHuro), €,(p)
urmepnpemupyemcs Kax Koaghpuyuenm 3nucma3a Kpome
moeo, eautUHa D" umeem nops100k 0(u ).

YpaBHeHUe 117151 OTBICKAHUS D" mblI MOJTYIWIM 32 CUET
UCMOJb30BaHUS TEPBBIX YJICHOB PAa3JIOXEHUS B DSl
Teitnopa pynkuuit mogenn. OHO COBIAAAET C COOTBET-
CTBYIOIIEN YaCThIO CUCTEMBbI MEPBOTO MPUOINKEHUS
ACUMMTOTUYECKOTO Psaa JUIST PEIIEHUs CUHTYISIPHO
BO3MYIIEHHBIX YPaBHEHUIA.

CJIABBIV OTBOP
KAK CUHTYJISAPHOE BO3MYILIEHUE

OOpaTtuM BHMMaHME Ha TO, YTO B BO3MYIIEHHOM
Mojesin (5) CKOpoCTb MU3MEHEHUST HepaBHOBECHOCTH D
MHOTO OOJTbIIIe CKOPOCTH MEIJIEHHO 3BOIOIIMOHUPY-
IOIIMX YacToT ajutesieit. Takue cructeMbl OOBIKHOBEHHBIX
InddepeHIMaIbHBIX YPaBHEHU ¢ OBICTPBIMU U ME/I-
JICHHBIMU MEPEeMEeHHBIMU HA3bIBAIOTCSI CUHTYJISIPHO
BO3MYIIEHHBIMU. [{J11 HUX HA TIEPBOM 3TaIle C OOJIBIION
CKOPOCTBIO UJIYT U3MEHEHUSI OBICTPHIX TTepeMEHHBIX
B CHUTy CUCTEMBI, TTOJTy4aloIIeiics N3 CXOMHOM (BO3MY-
mEHHOI) npu W =0, Toraa Kak MeyIeHHbIe IepeMEeHHbIE
MpakTUYeCKd (PUKCHUPOBAaHBI. Y HAC Ha 3TOM 3Tare
OBICTpbIE MEPEMEHHbIE CXOIATCSI K HEKOTOPOMY YCTON -
YUBOMY 10 TIEPBOMY TIPUOIIKEHIIO paBHOBECHUIO, KO-
TOpoe B uTore oynet yHKIMel (pUKCUPOBaHHbBIX Te-
KyIIUX MeIJIEHHBIX TIepeMeHHBIX: HEpaBHOBECHOCTD
Mo cuerieHuo D cXoauTcsl K KBa3UPaBHOBECHOMY
HyJIeBOMY 3HaueHMI0. Ha ciemytorieM aTare mponcxo-
JIAT 3BOJIIOLIMS MEJUIEHHBIX TTIEPEMEHHbBIX MTPU YCIOBUU
KBa3MPaBHOBECHS OBICTPHIX: SBOOLMS YaCTOT ajUTesIei
UIET MOJ AeliCTBUEM 0TOOPA MPHU YCIIOBUU PaBHOBECUSI
T10 CIIETICHMIO. 31eCh HEPaBHOBECHOE COCTOSTHUE TT0-
MyJISIIUY SIBJISIETCSI OMHOBPEMEHHO KaK Obl UTOTOM JUISI
OBICTPBIX TIEPEMEHHBIX M 3TAIIOM 3BOJIIOIIAM JUTS MeJI-
JICHHBIX. 1151 peleHust CUHTYJISIPHO BO3MYIIEHHBIX
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CUCTEM MOXHO ITOCTPOUTHh aCUMIITOTUIECKUH psif (CM.,
Harpumep, [9]), B TepMUHAX KOTOPOTO MPUBEAEHHbBIC
BBIpaKEeHUS D’ naior MepBoe NPUOIMKEHUE TOUHOTO
peleHus.

MHOXECTBEHHBIE AJIUTEJIN

[Tpy MHOXECTBEHHBIX AJLIENISIX AaHATU3UPYEMBIX JIO-
KYCOB F€HETUYECKOE COCTOSIHUE MOMYIALUU MOXHO
OIUCBIBATH JIMOO YACTOTAMU [IBYJIOKYCHBIX FAMET, 100
4acTOTaMU ajulesiel X; U y;, U HePaBHOBECHOCTSIMHU
1o cuerieHuo D, :

X Ezpiliz’ Vi, Ezpiliz’
i i
Dfliz = Piiy = Xi Vs Piiy = Dilfz X Viy-

ITogo6HO nuasIeIbHOMY CIy4alo YacTOThI ajljIeeii
MpH c1a00M 0TOOpE OYIYT MEUICHHBIMU TTEPEMEHHBIMMU,
a HEPAaBHOBECHOCTH Dill.2 — ObICTpbIMU. JIMHaAMMKa
B CJlyyae MHOXECTBEHHbIX aJljieJiell KaueCTBEHHO HE OT-
JIMYaeTcs oT HabJIoaaeMoi py IUAJUIeIbHbBIX JIOKYCAX.
IIpu cnabom naBieHUN {uFiliz} cucTeMaTUYeCcKuX ak-
TOPOB ypaBHEHUSI TMHAMMKU T€HETUYECKOTO COCTOSTHUSI
MOMYJIILMU B TEpMUHAX (yKe He OJTHOM, a psiia) HeEpaB-
HOBECHOCTEIA 110 cLerieHuio D;; 1 4acToT ajenei
no-npexHeMmy umeroT Buf (5), rae reneps D, x, y Oynyt
BEKTOpaMHM.

Pesynbrar 4. Ilycmos paccmampusaemcs modens
OUHAMUKU 2eHemu1ecKoli CMpYKmypbl 2anao0udHol nony-
AAYUU 8 OMHOUEHUU 08YX N0KYCO8 C MHONCECNBEHHbIMU
annensmu npu cAabom 0agaeHuY CUCMeMamu4eckux gak-
mopoe mukpoasosioyuu. Toeda npubauxicénHvim Keasu-
PABHOBECHbIM 3HAUEHUEM K03 duyuenma D,-li2 bydem

D, =YLF. (0, X, y), a npu carabom ombope no xcusHe-
r

iy i
cnocobHocmu

*

* u _ *
Dy = &5, (D)%, Viy» €3 (P) = By, = 8. = 8.7)-

JUTTVIOUIHDBIE MMONVYJIALNN

B nunionaHo momyasiuyu co caydaiiHbIM CKPelln-
BaHMWEM ypaBHEHMSI TMHAMUKH T€HETUIECKOMN CTPYK-

Typbl (Ha ypOBHE TaMeT), pacCMaTpMBAeMOI B OTHOIILIE-
HUM JBYX JHUAJIEJIbHBIX ayTOCOMHBIX JJOKYCOB, (hop-
MaJbHO COBIIAJAIOT C ypaBHEHUSIMMU (3) IUIs1 TaruIond -
HOTO cjiyyasi, HO Terepb XXMU3HEeCITOCOOHOCTD i-To ra-
IJIOMIHOrO TeHOoTUIIa (ramMeThl) OyaeT cpeaHeit mpu
YCJOBUM yUYETA JIUIIb TeHOTUIIOB, TTOPOXKAEHHBIX CJIMSI-
HUEeM i-i 1 KaKuMU-T100 ele raMeTamu.

Tem He MeHee BBIBOMBI IJIsI TATTOMIHOTO CIydast
OCTalOTCsl BEPHBIMU, TOJIbKO B HUX XKU3HECTIOCOOHOCTH
raMeT cjeayeT MTOHMMAaTh KaK yKa3aHHBbIE YCITOBHBIE
CpeHue, a 3aBUCUMOCTH OT v; (HalpUMep B BbIPAXEHUU
JUIS1 €) — KaK 3aBUCMMOCTU OT UX YCPEIHEHHBIX 3HaUe-
HUIi, TOCKOJIbKY BCE MAaHUITYJSILIUMU Haf (3) [Jisl moJty-
YeHUs Pe3yJbTaTOB JOMYCKaIN 3aBUCUMOCTD KU3HE-
crnocobHocTeit ot p. [lepBoe nmpubIKeHre 11l HepaB-
HOBECHOCTH TI0 CIIETUICHUIO, HATIpUMep, IS IBYX M-
aJJIEIbHBIX JIOKYCOB 3aIMUChIBAETCS KaK

D = E%x(l -x)y(l-y), €= a — Uy — Uyy + Uy,

rue HaauépKuBaHUE O3HAa4yaeT yCpeIHeHHUe 10 OTCYT-
CTBYIOLIMM B MHAEKCE CUMBOJIaM BTOPOil raMeThl Ay-
TUIOUIHOTO TeHOTUIIA.
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A model of weak viability selection at two multi-allele loci with standardization of approaches through the use
of perturbation theory is examined. The estimate of the quasi-equilibrium value for the linkage disequilibrium
coefficient D is analyzed, and results in terms of average effects in quantitative genetics and in terms of the theory
of singular perturbations in mathematics are obtained. The approximation of a discrete-time model of a random
mating population with non-overlapping generations under weak selection by ordinary differential equations is
considered. Weak selection is considered as a perturbation of the model without selection. The resulting model
is singularly perturbed; that is, fast (D) and slow (allele frequencies) variables can be distinguished. The first ap-
proximation equation for quasi-equilibrium of D is obtained using the first terms of the Taylor series expansion
of the model functions. It coincides with the corresponding part of the system of the first approximation of the
asymptotic series for solving singularly perturbed equations.

Keywords: theoretical population genetics, mathematical models, weak two-locus viability selection, multiple
alleles, quasi linkage equilibrium, singular perturbations.
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