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Annomayusn. Llenv paboTel — HCCIENOBaHHE MEXAHW3MOB, NPUBOIIMX K BOSHHKHOBEHHIO T'€HETHYECKOH TUBEPreHIUH —
YCTOWYMBBIX TEHETUYECKUX PA3THMYMNA MEXIY IByMs CMEXHBIMHU MOMYIALUIMY, CBI3aHHBIMU MUTpaunueil ocobeil. Paccmar-
PHBAETCsl CUTyaIlusi, KOTZa IPHUCTIOCOOIEHHOCTh 0CO0€i KECTKO ONpPEeNeNsieTCs] TeHETHIECKN SUHCTBEHHBIM IHAILIEIbHBIM
JIOKYCOM C aJUIeNsiMU A U @, TOMyYJISILHs TAHMUKTHYHA C MCH/ICIICBCKMMH TIPaBHJIaMHU HacieqoBaHus. JluHaMu4eckast Moaeib
COZICPKUT TPpH (ha30BbIC MEPEMEHHBIC: KOHIICHTPAIMH ajutesii A B KaXI0W MOMY/SIIUH, a TaKKe A0 (BEC) OMHOM U3 MOIy-
s B o0mei yncnenHocTy. [Ipu 3ToM mpeamonaraeTcst, YTo YNCIEHHOCTH N3MEHSIOTCS TN00 HE3aBUCHMO CO CKOPOCTSAM,
OIIpE/IeNIIEMBIMH CPEIHUMH 3HAUCHUSIMU KO(GQUIIMEHTOB 0TOOpa (MaNbTy3MaHCKUMH IIapaMeTpaMH), KOTOpHIE 3aBUCSAT OT
KOHILIGHTPAIMU aJieieil U MpUCIocoONeHHOCTEH TOMO- U TeTepOo3HroT KaXJO0i W3 MOomyisiuuii, MO0 CTPOro CHHXPOHHO.
Memoowi. JInst mccrnenoBaHUsT MOJETN HCIIONb30BAUCh KaueCTBEHHBIE METOABI MCCIEIOBAHHUSA OOBIKHOBEHHBIX Anbdepen-
[UATBbHBIX YPaBHEHUH, BKIIOYAIONINE MOCTPOCHNE TApaMETPHUUCCKUX B (pa30BBIX IOPTPETOB, OACCEIHOB NPUTHKEHUS U OH-
(dypxannonHsIx nuarpamm. Vcenemyrores Oudypkanuy, obecrnednBalomie NPUHIUINAILHYI0 BO3MOXKHOCTD €HETHYECKOM
JIuBepre’uun. Pesynomamut. ECIU y TeTepo3uroT NpucrocoOIeHHOCTh BhIIIE, YEM Yy TOMO3HUIOT, TO 00€ MOMy/IsILUN OKa3bIBa-
FOTCS TOMTUMOP(GHBIME ¢ OTMHAKOBOW KOHIICHTpAIMEH TOMOJIOTHYHBIX ajuieneil. B ciaydae mOHMIKEHHON MpUCTIOCOOIEHHOCTH
TeTepPO3UIoT U HE3aBUCHMO OT U3MEHEHHs YHCIICHHOCTH MOMYJISIIUHA CO BpEMEHEM B IOITYISIIUAX YCTAaHOBUTCS OJMHAKOBBII
MOHOMOP(}HU3M MO OTHOMY U3 ajencit. JluHaMuKa MpU 3TOM OKa3bIBaeTCsl OMCTaOMIbHOM. [Toka3aHo, UTO TUBEPreHIUS B
TaKoll cucreme — pe3yasTaT CyOKpHUTHUECKOH OM(ypKanuu BHI HEYCTOMYMBOrOo monmuMopdHOro cocrosHus. B sTom ciyuae
JMBEPTEHTHOE COCTOSTHHE HEYCTOWINBO U NPOSBISCTCS B JUHAMUKE KaK 9acTh IIEPEXOAHOTO IpoIiecca IMPH ABIKEHUH K OTHO-
MY M3 MOHOMOP(]HBIX COCTOSIHUIL. 3akitouenue. YCTOWUNBOI reHeTHYECKast AUBEPIeHIINs OKa3bIBACTCSI JIUIIb [UIS TOMYJISILUH,
COXPaHSIOMIUX ONPeeTIeHHBIM 00Pa30M COOTHOIIEHNE YHCIEHHOCTEN. B 3TOM ciyuae qMBEpPreHIMU MPEALIECTBYET CEUI0Y3-
noBas Ou¢ypkanus, a AMHAMAKA OKa3bIBAETCS KBAPOCTAOMIBHON — B 3aBUCHMOCTH OT HAaYaJbHBIX yCIOBHI BO3MOXEH JTHOO
MOHOMOP(H3M, THO0 AUBEPreHINs.

Kniouessie cnosa: renetnueckas quBepreHuus, rnddepeHipaibHbpe ypaBHeHus, THHAMUKA, CeI0y3i0Bast oudypkanusi, ou-
CTabWIBHOCTD, KBaPOCTAOUIBHOCTB.
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Abstract. The purpose is to study the mechanisms leading to the genetic divergence, i.c. stable genetic differences between
two adjacent populations coupled by migration of individuals. We considered the case when the fitness of individuals is
strictly determined genetically by a single diallelic locus with alleles A and a, the population is panmictic and Mendel’s
laws of inheritance hold. The dynamic model contains three phase variables: concentration of allele A in each population
and fraction (weight) of the first population in the total population size. We assume that the numbers of coupled populations
change independently or strictly synchronously. In the first case, the growth rates are determined by fitness of homo- and
heterozygotes, the mean fitness of the each population and the initial concentrations of alleles. In the second case, the
growth rates are the same. Methods. To study the model, we used the qualitative theory of differential equations studies,
including the construction of parametric and phase portraits, basins of attraction and bifurcation diagrams. We studied local
bifurcations that provide the fundamental possibility of genetic divergence. Results. If heterozygote fitness is higher than
homozygotes, then both populations are polymorphic with the same concentration of homologous alleles. If the heterozygotes
fitness is reduced, then over time the populations will have the same monomorphism in one allele, regardless of the type of
population changes. In this case, the dynamics is bistable. We showed that the divergence in the model is a result of subcritical
pitchfork bifurcation of an unstable polymorphic state. As a result, the genetic divergent state is unstable and exists as part
of the transient process to one of monomorphic state. Conclusion. Divergence is stable only for populations that maintain a
population ratio in a certain way. In this case, it is preceded by a saddle-node bifurcation and dynamics is quad-stable, i.e.
depending on the initial conditions, two types of stable monomorphism and divergence are possible simultaneously.

Keywords: genetic divergence, differential equations, dynamics, saddle-node bifurcation, bi- and quad-stability.
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BBenenue

OpHol U3 MPUHLMIHUAIBHBIX U UHTEPECHBIX 3a7a4 MaTeMaTHUeCKON MOMYyISIIMOHHON TeHEeTHKU
1 OMOGU3NKHU SBISIETCS ONMHMCaHUE MEXaHW3MOB U ONpeZeNieHHe yCIOBHI BO3ZHUKHOBEHUS NMEPBUYHOMN
TCHETHYCCKOW TUBEPTCHIINN — YCTOMYUBOTO Pa3IMYMsl TEHETHICCKUX CTPYKTYP B CHCTEME WM3HAYAIb-
HO OJHOPOJHBIX HOMyJANUNA. MareMaTH4ecKoOMy MOJEIHMPOBAHMIO NEPBUYHON I'€HETUYECKON AUMBEP-
TeHIIMM MHOTO BHUMaHUs Obu1o yaeneHo B 70-80 rompl MpoIUIOro Beka M TOTAA Ka3alaoCh, YTO BCE
OCHOBHBIE€ HJIEU 37IECh Y€ BBICKA3aHbl U BCE OCHOBHBIE PE3YJbTaThl yKe MoiaydeHsl [1-5]. Ognaxo
3a nocienaue 40 jetr mpomsonuio OypHOE pa3BUTHE MOIEITHHBIX MOAXONOB M KiIacca pelaeMbIX 3a-
Jlad, a TakKe METONIOB aHAN3a HEIMHEWHBIX AHHAMHUYECKUX cucteM [6,7]. Co3mano MHOXKECTBO TMPO-
IPaMMHBIX CPEJICTB, IMO3BOJISIONIMX BBIBECTH UCCIICIOBAHNS Ha KaUeCTBEHHO HOBBIA YPOBEHB, OBICTPO
Y TOYHO MPOBECTH ITOT aHAIU3, SIPKO M HATIISATHO MPEACTABUTH €ro pe3ysbTarsl (cM., Hampumep, [8]).
Kak u mpexnae, COBpeMEHHBIE WCCIIEAOBATENH I W3yYeHHsS NBIKYIIHX (aKTOPOB BO3HHUKHOBEHUS
TCHETUYCCKOW TUBEPTEHIINH HCIIONB3YIOT KaK CHCTEMBl OOBIKHOBEHHBIX MU (epeHIMATBHBIX ypaBHE-
Huli [9-11], Tak ¥ pa3HOCTHBIC ypaBHeHHs (oroOpaxenus) [10, 12—17]. Pa3purue BBIYHCIUTEIBHOMN
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TEXHHUKH CJIEJIaJI0 BO3MOXXHBIM BBITIOJIHCHHE MHOXKECTBA YUCICHHBIX SKCIICPUMEHTOB C MCIIONB30BAHU-
€M COOTBETCTBYIOLIUX MUMHUTAIIMOHHBIX MOJEJIeH reHeTuUeCcKoro cocrasa nomyssuit [15, 18]. Bmecte
C TeM TPUILIO NOHUMAaHWE TOTO, YTO OTOOP WM DBONIONHA MOTYT HITH C COIOCTaBHUMBIMH JKOJIOTH-
YeCKHUM TpoIleccaM CKOPOCTAMHU. B pesyrnbrare akTHBHO CTallil Pa3BHBATHCS MOIENH, YUNTHIBAIOIINE
TeHETHUYCSCKUMA Apeiidh) 1 MUTPAUIO 0CO0EH MEXITy TIOMYISAIUIMU, 3aCEISIONIMMHU Pa3BETBICHHBIE CETH
CBSI3aHHBIX YYacTKOB [10]; MOy, YYUTHIBAIOLIUE YaCTOTHO-3aBUCUMBIN OTOOP, MAaTEPUHCKUI T'eHe-
trdeckuid s ekt [17], mroTHocTHO-3aBUCHMBIEe (akTopsl [13, 19], a Taxke xuntaudectso [11,20] u
mapasutusM [12]. B cBsA3M ¢ 3THM MOXHO yKa3aTh HECKOJIBKO HMHTEPECHBIX 0030pPOB MOMYIISAIIMOHHO-
9KOJIOTHYECKUX U MOMYJSIIHOHHO-TEHETUIECKUX MOJETIeH, YIUTHIBAIOIINX PacceleHue U aApyrue ¢ax-
TOpPBI, IPUBOJIAIINE, B YACTHOCTH, K TeHeTHueckoi puepreniuu [10,19,21,22].

[TosTOMY HaM mpeAcTaBIsSETCs, YTO HACTAJIO BPEMsI BOCIONb30BATHCS HOBBIMHU OTKPBHIBIIUMUCS
BO3MOXKHOCTSIMU U [IEPECMOTPETh MOJEIU MEPBUYHON IT'€HETUUECKON AUBEPIeHLINY, IIPUMEHUB COBpE-
MEHHBIN apceHaT MEeTOJI0B M CPEACTB aHajn3a JMHAMHUYECKHX cHCTeM. B Hacrosmei paboTte paccmar-
puBaeTcs MareMaTuyeckasi MOJIe)ib, OCHOBaHHAs Ha MU PEPEHIMATBHBIX YPABHEHHUSIX U OMUCHIBAIOIIAS
M3MEHEHHE YaCTOT ajuleiell U COOTHOILICHUSI YUCICHHOCTEH B CUCTEME IBYX CMEKHBIX MAaHMEKTHUHBIX
TIOTTYJISIIVIA, CBSA3aHHBIX M30TPOITHOM MUTpanueld. Metomamu OnypKarMmoHHOTO aHAIH3a UCCIEAYIOTCS
BO3MOXKHOCTH, YCIOBHS U MEXaHU3MBI (DOPMHUPOBAHUS YCTOWIUBOTO PA3IUINS TCHETHUECKUX CTPYKTYP
paccMaTprUBaEeMBbIX TOITYJISIIHIA.

1. Kparkoe onucanue Moae/u

Jyis MOHMMaHUST OCHOBHBIX 3aKOHOMEPHOCTEH MUKPOIBOJIFOLMU TOMYJIAIUHN AUIIOUAHBIX Opra-
HU3MOB TOJ[ JICWCTBUEM €CTECTBEHHOTO OTOOpa OrpaHHMYUMCS MOAPOOHBIM PACCMOTPEHUEM MPOCTOMN
MOJICJILHOW CHUTYyaIllH, KOTJ[a BCE aIalTHBHOE Pa3HOOOpa3ue B MOMYJISIIUN OMPEICIIICTCS OIHUM JTHall-
JISTIbHBIM JIOKYCOM ¢ ajutenoMopbamu A u a, mpudeM (QEHOTHIT 0COOH JKECTKO OMPENENAETCs €€ TeHO-
THUIIOM; MTOMYJISALKS MAHMUKTHYHA U B HEH JCWCTBYIOT MEHEICBCKUE ITPaBUjia Haclea0BaHus. B sTom
CiIydac JEeUCTBHE €CTECTBEHHOTO OTOOpa MOXKHO OIHCATh KOJHYCCTBEHHO, MMOCTABUB B COOTBETCTBHUE
KaKIOMY M3 FCHOTHITMYECKHX KilaccoB ocobeit AA, Aa v aa no ogHoMy Kod(durmenty. J{is pa3HbIX
MoJieNielt TeficTBre 0TOOpa XapaKTePU3YIOT JIMOO BEIMYMHAMH WAA, WAq ¥ Wqq, HA3BIBAEMBIMU TPU-
criocoOreHHOCTRIO (fitness) 0cobei COOTBETCTBYIONIETO TEHOTHUIIA, JIMO0 BETMUUHAMH S 44 = WAL — 1,
SAq = WAq — 1 B Sgq = Wqq — 1, Ha3bBaeMbIMU KO duIEeHTaMu oTOOpa. st HempeprIBHO U
PaBHOMEPHO Pa3MHOXKAIOIIEHCs TOMyIAuud KO3 QULHEHTEI 0TOOpa S;; PABHBI CyMME CPEIHEr0o YHMCla
BBDKUBIINX TTOTOMKOB, TPOW3BEICHHBIX OJHOW OCOOBIO TAHHOTO TEHOTHIIMYECKOTO Kiacca B eIMUHUILY
BpPEMEHH W JOJH BBDKHUBIIMX OCOOCH 3TOro reHothma 3a To ke Bpems [2, 10]. CaemaHHBIX Tpeno-
JIOXKCHHUI JTOCTATOYHO, YTOOBI MOMYyYUTh ciemytomiee nuddepeHmanbHoe ypaBHEHHIE, OMTUCHIBAIOIICE
JIMHAMUKY 4acTOThI ¢ ayuens A:

dq
dt
B maremaTtnueckoil mOMyISIIMOHHON T'€HETHKE 3TO YpaBHEHHUE, OMUCHIBAIOIIECE TUHAMHUKY T'eHe-
TUYECKON CTPYKTYpbl, U3HAUYAIILHO PAcCMaTPUBAJIOCh HE3aBUCUMO OT JUHAMUKH YUCJIEHHOCTH IIOITY-
nsauuu [1,9]. Bonee Toro, YMCIEHHOCTH MOMYJSALMMA CYATANIACH MOCTOSHHON M HE3aBUCHUMOM OT reHe-
TUYECKOU CTPYKTYypbl. MccnenoBareneil HHTEPECOBAIO TOJIBKO U3MEHEHHE I'€HETUYECKOU CTPYKTYPBHI,
KOTOpOE, KaK OHU CYUTAJIH, OMUCHIBaeTCA ypaBHEHHEM (1) mpu HEM3MEHHOM YHCICHHOCTHU TOMYIISIIIUH.
Tako#t momxom TpeOyeT HEKOTOPBIX MOTOIHHTEIBHBIX 00CykmeHuid. Ecinm ucxoauth W3 mpuBe-
JIEHHOTO OTpeaeneHus KodPOUITUEHTOB 0TO0pa, TO MOXKHO IONYYHTh CICTYIOIIee ypaBHEHUE IS JTH-
HaMUKH YACICHHOCTH TOITYJISIIUN

Q(l - q>(3Aa — Saa T+ (SAA + Saa — 23Aa)Q)- (1)

dat = 5N, (2)
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e 5 = 544q° +25449(1 — q) + 540 (1 — q)? — cpennee 3HaueHe KO PHUIEEHTA 0TGOPA B TIOMYIIAIHH
B JIAHHBIH MOMEHT BPEMEHH. 3aMETUM, YTO

ds
d7q = 2((8AA + Saa - 28Aa)q + SAa - S(I(l)?
MMO3TOMY
dg _q(1—-q)ds
dt 2 dq
u

ds _dsdg  q(1—q) (d5\°

dt  dgdt 2 (dq) )

Taxum 0Opazom, py PUKCHPOBAHHBIX KOA(PGHUIIEHTaX 0TOOPA YHCICHHOCTD TOMYISIINNA H3MEHSAETCS
M0 3KCIIOHCHIIMAIIEHOMY 33aKOHY C MEepeMEHHBbIM ko3(dduimenToM pocrta (MaabTy3MaHCKUM IapaMer-
POM), KOTOPBIH B pe3yJIbTaTe €CTECTBEHHOTO OTOOPa MOXKET JIMIIb BO3PAacTaTh, CTPEMSICh K TIOCTOSIHHO-
My 3HAUYEHHUIO CTAIIMOHAPHBIX MOJOKEHUSAX T€HETUYECKOH CTPYKTYpHI. s TOro 4TOOBl YUCIEHHOCTh
OCTaBaJIOCh HEM3MEHHOH, TpebyeTcs, 9TOOBI MalIbTy3MaHCKHUI MmapaMeTp OBIT paBeH HYIIO B KaXKABIH
MOMEHT BpeMeHH. JI0OMThCs 3TOr0 MOXKHO, €CJIM MOCTOSHHBIE 3Ha4eHUs kod(dHIeHToB 0T60pa S;;
3aMEHHTH [IEPEMEHHBIMH 3HAUEHUAMH, PAaBHBIMU MX OTKJIOHEHHAM OT cpeiHux: S;; = si; — 5. B aTom
ciydae ypaBHeHue (1) He u3MeHuTcsl, a ypaBHeHue (2) npeobpasyercs Kk Bugy dN /dt = 0.

PaccMoTpuM Temeps Be MAaHMUKTHYHBIC MEHJICICBCKUE ONHOJIOKYCHBIC TUAIUICIHHBIC TOIY-
JISIUUY, PACIOJIOXKEHHbIE Ha OJHOPOJHOM Y4YacTKE apeaja U CBSI3aHHbIE MUTPALMOHHBIMU MOTOKAMH.
[IpenmonoxuM, 4To 0COOM KaXKIOW M3 ATUX MOy, UMEIONINE ONUHAKOBBIA TEHOTHII, HE OTINYa-
FOTCSl TI0 TIPUCTIOCOOIEHHOCTSAM, HO YacTOTHI ajuieliell B MOMYISALUAX MOTYT pasnndarbkes. [Ipemmnoso-
JKUM Jlasee, 9To MOMyISIUUd 0OMEHUBAIOTCS MUTPAHTaMUA U WHTEHCUBHOCTH MUTPAIIMOHHBIX ITOTOKOB
MPONOPIIMOHATEHBI YUCIEHHOCTH TOM TMOIYJISIIHUY, OTTyAa 3TH MHUTPAHTHl IpoucTekatoT. O003HaIUM
k03D (PUIMEHT MUTPAIUK (IO MUTPAHTOB B €AMHUILY BpeMeHH) yepe3 m = 0.

Bynem ommchIBaTh SBOJIOUIO TAaKOW CHUCTEMBI MOMYJSIHMNA C ITOMOIIBIO CIEAYIONNX JIUHAMH-
YECKUX MEPEMEHHBIX: ¢ U @2 — KOHUEHTPAaUUU (4acTOThl) OJHOTO U3 ayiened (U OMpeleIeHHOCTH
awtenst A) B mepBoit U BTopoi momyisiiuu, coorBeTcTBeHHO (0 < ¢1 < 1, 0 < g2 < 1), a Takke
Beca OIHOM M3 momymsitmii (Hanpumep, nepsoil) p = N /(N1 + Na), tne N1 u No — 4UCICHHOCTH
momysimmid (0 < p < 1).

CdopmMynupoBaHHBIX MTPEIIONIOKEHHHA U TOMYIICHUH BIIOJIHE JTOCTAaTOYHO, YTOOBI ITOIYYUTh CIIe-
IYIOIYI0 cHCTeMY TU(GEepeHIMaTbHBIX YPABHEHUH, OMUCHIBAIOIINX MPOLECC IBOJIOIMU JIBYX TOIMY-
TSI, OOUTAIONIMX Ha OJJHOPOIHOM II0 OTOOPY apeajie M CBSI3aHHBIX MHUTPALUSIMU:

d 1—

% =q1(1 —q1)(SAa — Saa + (544 + Saa — 2544)q1) + mTp(qz - q),

dgp 1 p 3
E = Q2( - q2)(SAa — Sga T (SAA + Saa — 23Aa)q2) + mﬂ(Ql - Q2), ( )
d

¥ =p(1=p)(51 = 52) +m(1 - 2p),

e 51 = 54447 + 254001(1 — q1) + Saa(1 — q1)% ¥ 52 = 54405 + 2540¢2(1 — @2) + Saa(1 — q2)* -
cpenHue 3HaueHHs koddduimenTa oroopa B MEepBOH W BTOPOW MOIYJISIMU, COOTBETCTBEHHO. bonee
MOJIPOOHBIN MPOIECC BBIBO/IA YpaBHEHUI (3) MOXKHO Haittu B MoHorpaduu [5].

Konkpermsupyem tum or6opa. Hac nHTEpecyeT BOZMOXKHOCTh M yclIOBHSA (HOPMHUPOBAHUS TeHe-
TUYECKOM TUBEPTeHIUHU (YCTOMYUBOTO Pa3UUMs TEHETHUYCCKUX CTPYKTYpP) B CHCTEME ABYX CMEKHBIX
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MOMYJISIMA, OOUTAIONIMX Ha OJHOPOIHOM apeane. M3 mpennoiokeHus 00 0JHOPOIHOCTU apeana clie-
IyeT, YTO 3HA4YEeHUsS MPHUCIIOCOOIIEHHOCTEH M, COOTBETCTBEHHO, KOA(PQHUIINEHTOB OTOOPOB T€HOTHIIOB
(544 = waa — 1, sS40 = Waq — 1 U Sgq = Wqq — 1) B paccMaTpUBaeMbIX MOMYJSAIUSIX HE pas-
nar4aroTcs. Bo3HMKaeT Bompoc: Kakod THI OTOOpa MOXKET HMPUBECTH K TeHETHYECKOW ITUBEPTeHIINU?
Byt 0T60p, KOTZA SAA > SAq > Saq WM SpaA < SAq < Sqq, 3A€Ch IBHO HE MOAXOIUT. 3HAYMT,
HaJ0 pa3dupaTh CUTYaIHIO, KOTIa MPUCITOCOOICHHOCTh TETEPO3UTOTHI JICKUT BHE JHANa3oHa MPUCIIO-
coOneHHOCTeH TOMO3UTOT. OTPaHUYUMCST PACCMOTPEHUEM «CHMMETPUYHOTO» CIyYas WA4 = Wgq H
TIOJIOKUAM SAA = Sqq = 0, S4q = S. CIenyeT OTMETHTD, YTO UMEHHO TaKas CHUTyaIUs HCCIEAYETCS B
OOJIBIIMHCTBE COBPEMEHHBIX PadoT; 0OBIYHO Mojararot, uro s < 0 [14-16].
IToncraBnsist 3TH 3HaYeHUS K03PPUIEIEHTOB 0TOOpa B cucTeMy (3), moydaem:

d 1-—

% =sqa(l—q)1—-2q)+ mTp(QQ —q1),

dg 4

2 _ in(1— go)(1 -2 P g 4
7 sq2(1 — g2)( g2) +m _p(Q1 q2); 4
dp

i 2sp(1 —p)(q1 — ¢2)(1 — q1 — q2) +m(1 — 2p).

W3 Guonorunyeckux cooOpakeHUi IMeeT CMBICI TOBOPHUTD TOJIBKO O TEX PEUICHUSX CHCTEMBI (4),
KOTOpBIe HenukoM JexaT B eauHudHOM Kyoe (0 < g1 < 1,0 < g2 < 1m0 < p < 1), IOCKONIBKY
(hazoBBIE TTEpEeMEHHBIE — 3TO JOJU OT menoro. OmHaKo I MOTHOTO MMOHMMAaHUS 0COOEHHOCTEH AMHA-
MHUKUA HEOOXOJMMO M3Y4HTh, Ha TIEPBBIA B3IV, OMOJOTHYECKHA HE3HAYMMBIC THIIBI PEIICHUH, TaK Kak
WX U3MEHEHUE CKa3bIBACTCS KaueCTBEHHO HA 3HAYMMBIX PEIICHUSX.

2. UccaenoBanne yCTOMYHUBOCTH

OcranoBUMCS MOAPOOHEE HA UCCIEOBAHUN PEKUMOB TUHAMUKH JaHHON mozenu. Cuctema (4)
AMEET CIICAYIONTHE CTAITHOHAPHBIC COCTOSHHUS:

1. Ey(0,0,1/2) — 0be momynsinuu npeacTaBieHbl TOIBKO 0COOSAMH C TE€HOTUIIOM aa (OTCYTCTBYIOT
resotunsl AA nnn Aa — MOHOMOpP(HAS OIS );

2. E1(1/2,1/2,1/2) — 06e nomymsiue BKIFOYAIOT 0CO0EH BCEX TPeX TCHOTUIIOB MPH OJHHAKOBOI
KOHIIEHTPAINH KaKJ0T0 M3 IBYX ajuieneil (momuMopdHas MOMyIsIns);

3. E»(1,1,1/2) — obe momymsiiuu COCTOSAT TOJBKO U3 ocobeit ¢ renotunoMm AA (MoHOMOpdHas

TIOTTYJISITIHS);
1 n Vs?+4ms 1 - Vs? +4dms

4. mapa To4yek F34 3 P 5 9 '

s+ 4m < 0, mubo ipur s > 0 u s + 4m > 0. OgHAKO JTUIIH B YaCTH JBYX DTHUX JHAIa30HOB
TOYKU PABHOBECHS OyIyT UMETh OMOJOTMYECKU 3HAUYUMBIC KOOPIMHATHI (JIXkKATh B CIUHHUYHOM
ky6e). Tak, B nepBoM cirydae napa FJ3 4 I€KUT B €TMHUYHOM KyOe, Tonbko ecau m > 0 (o6macTs
4 Ha puc. 1, a), a Bo BropoM — ecitt m < 0 (o6macts 8 Ha puc. 1, a). COOTBETCTBEHHO HECIOKHO
I0Ka3arh, YTO HAa JUHUU M = —s/4 poxpaercst (WIH HcdYe3aeT) mapa To4ek E3 4 BCICACTBHE
oudypkaruu Bui (pitchfork bifurcation). B atom ciywae Touka FE7 «pacmieruisieTcs» Ha IBE
JOTIOTHUTENbHBIe TOYKH '3 n Fy. Kaxnaas u3 3Toil mapbl TOYeK COOTBETCTBYET TUBEPTEHTHOMY
COCTOSIHHIO CHCTEMBI TIONYISIIUI: B OAHON M3 MOMUMOP(GHBIX MOMYJAIMA TpeolliafaeT OnuH U3
ajyiesNieid: HarpuMep, JOCTaTOYHO BBICOKasi KOHLEHTpauus ajmiens A u Hu3Kas — ajuiens a, B TO
BpeMsI Kak BO BTOPOH MOITYJISIIAN MPeodiaiaeT qpyrod ajuieib: BEICOKAs KOHIIEHTPAIUS aJlIes
a ¥ HU3Kas — amens A.

, koTopasi cyuiectByeT mmpu s < 0 u
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JUnst moapoGHOro mccienoBaHust cucteMmbl (4) paccmorpum BenmuuHy Q) = qi(t)p(t) +
+q2(t)(1 — p(t)), paBHyIO KOHIEHTpauuu autenst A Bo Bee cucreme momyssuuid. uddepeHuunpys

ee, [oIy4aeM:

dQ  dq dqa dp
7 P + (1 —-p) p + (¢ QQ)dt'

IloncraBnss B 3T0 BhIpakeHHE 3HAYCHUS NPOM3BOAHBIX M3 CHUCTEMBI (4), moiydaeM cieayromee ITug-
(bepeHIMaIbHOE YpaBHEHHE!

% e -G -a) ©
me G = p(¢® — ¢5) + 5. Uz (5) cnenyer, uto Ha mosepxHoctd ) = 1/2 npoussonnas obmeit
KoHIeHTpamu d(Q)/dt = 0. D10, B 4aCTHOCTH, O3HAYACT, YTO HU OJIHA M3 MOJICIBHBIX TPACKTOPUIl HE
MOXeET IMepecedb 3Ty MOBEPXHOCTb, M OHU BCET/Ia OCTAIOTCS PACMOIOKEHHBIMH 110 OJHOM U3 €€ CTOPOH.
Takum o6pazom, () = 1/2 — 310 cemapaTpuCHasi HOBEPXHOCTb, Pa3eisiolias PEXUMbI C Pa3HBIMU
COOTHOLICHUSAMH KOHIEHTpauuu amwrenst A. Bpime atoit mosepxuoctn (Q > 1/2, Hmxe Q < 1/2.
IMoBepxuocth () = G, obnagamomas CXOKUMH CBOMCTBAMH, PACIIONOXKEHA BHE CAMHUYHOIO KyOa U
JMIIb KacaeTcs yactu ero pedep (g1 = 0,1, g2 = 0,1, p € R).

B Toxe Bpems u3 (5) cienyert, uyTo U3 M000I HadaIbHON TOYKH (B TOM YHCIIE BHE €IWHUYIHOTO
Ky0a), ynoBieTBopsitomieii cooTHomeHuno () = 1/2, GpopmupyeTcs: TpaeKTopusi, LEIUKOM JIeKamas Ha
3TOH MMOBEPXHOCTH, a caMa MOBEPXHOCTh SABISIETCS IEHTPAIBHBIM MHOT000pa3ueM. JTO O3HadaeT, YTo
Ha HeW JMHAMUKa CHCTEMBI (4) B TOYHOCTH JJO MaJIBIX MOXKET OBITh ONMHCaHa CHCTeMOH IBYX nudde-
pPEeHIMATIBHBIX YPAaBHEHHH, TO €CTh MOXKHO BBIITOJHUTD MPOLENYPY MOHMKEHNUS Pa3MEPHOCTH CHCTEMBI.
O003HaYMM 3Ty TOBEPXHOCTH CUMBOJIOM W, a Taxke OyneM 100aBIsITh K HEMY BEpXHHUI UHACKC S WIH
SS st 0603HAYEHHUS YCTONYMBOCTH TPACKTOPHH, JIEKAIIMX HA HEH (IUIsl KOTOpBIX BepHO dQ)/dt = 0).
CooterctBeHHO, W — ycToituiBOoe MHOTOO6pasHe — Takoe, 4T CIabble BO3MYIIEHHS BEIOUBAIOT TPa-
eKTOpHIO C 3Toil ToBepxHOCcTH; WS — GesycioBHO ycTOHUMBOE MHOTOOGpasHe — TAKoe, YTO JakKe
CHJIHO BO3MYILGHHAs TpaekTopus BepHeTcs Ha WSS u Gymer mBurarhest mo Heif, moka He JOCTUIHET
yCTOMYMBON TOYKH (arTpakropa). OUueBUIHO, YTO XapaKTep YCTOWYMBOCTH 3TOTO MHOTOOOpasus ompe-
JIEJIAETCS] TUIIOM YCTOMYMBOCTH OCOOBIX TOYEK, JISKAIIWX HA HEell, U pa3MEepHOCTHI0 UX COOCTBEHHBIX
HOANpPOCTpaHcTB. HecnokHo 3amMeTuTh, uto Toukd Fy, F3 u F4 nexar Ha moBepxHoctH (Q = 1/2.

Jlist mccnemoBaHysl YCTOWIMBOCTH COCTOSTHUIN paBHOBECHS CUCTEMBI (4) OymeM BBIUUCIATH COO-
CTBEHHBIE 3HAYCHHS CTaHAAPTHBIM 00pa3oM. B pesynbrare B IIIOCKOCTH MapaMeTpOB S U 1 HECIOXKHO
BBIJIETIMTH HECKOJIBKO 001acTell, COOTBETCTBYIONIUX Pa3sHOMY THITY YCTOWYMBOCTH KaKIOH 0c000i TOU-
ku. OnuieM ux.

JAnst Hauana OTMETHM, 4To npu m > 0, To ecTh B 00JIACTsIX, yKa3aHHBIX Ha pHc. | ox HoMepaMu
1-4, cymecTBYIOT YCTOHYMBBIE CTallMOHAPHBIE COCTOSHHSA, JIe)Kallne B equHHYHOM KyoOe. IIpu stom
SIUHUYHBIA Ky0 OKa3bIBaeTCS MPHUTATHBAIOIIUM, TO €CTh JIt00as TPaeKTOpHs, KOTOpas MMEeT Hadayo
Jlake 3a mpenenaMu Kyba (M3 HEKOTOpOi 00JIaCTH, OrpaHUYEHHON HOBEPXHOCTHIO () = (), CTArMBaeTCs
K OJHOM M3 cramMoHapHbIX Touek F; (1 = 0,1,...4). B obnactsax 5-8 sro He Tak. Tam maxke ecnu
CYIIECTBYIOT YCTOWYHBEBIE COCTOSHHUS PAaBHOBECHS, TO JIEKAT OHM 3a MpeAesaMH €JUHHYHOTO KyOa
(obnactu 5 u 6). B pesynbrare TpaeKTopusi, pOXICHHAs B KyOe, TOKHHET ero, a cucreMa (4) morepser
OHMOIOTHYECKHIA CMBICIT.

B obnactsax mon Homepamu 1-2 Touka Fq — ycroiumnBbii y3en. [loaTomy mobast TpaeKTopHs U3
eIMHUYHOTO Ky0a (J1a)ke HEKOTOpPOW 00JacTh MPUTSKEHUSI BHE HETO) CXOAMTCA K 3ToM Touke. OgHaKo,
3a CYET TOro, 4To oOnacTu 1-3 OTIMYalOTCs KOJIWYECTBOM W THIIOM YCTOWYMBOCTH JIPYTHX OCOOBIX
TOYEK, KaYeCTBEHHO MOJEIbHBIE TPACKTOPUHU OKA3bIBAIOTCSA JOCTAaTOYHO Pa3HOOOpPA3HBIMHU B Pa3HBIX
obmactax. Tak, B obmactu 1 Touku Eg u F2 — ceuioBBIe ¢ OJHOMEPHBIM YCTOWYMBBIM MHOTOOOpa3HeM,
KOTOpOE COBIAJaeT ¢ pedpoM kyba g1 = qo = 1 wimu q; = ¢ = 0 (puc. 1, b). B T0o Bpems kak mnapa
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Puc. 1. a — ITapameTpudeckuii mopTpeT cucteMsl (4) u b—e — Ba3oBbIie MOPTPETHI CUCTEMBI (4) B OHOIOTHYECKU 3HAYMMBIX
obmactsax 1-4

Fig. 1. a — Parametric and b—e — phase portraits of model (4) in biologically significant domains 1-4

To4yek 3 4 — HeyCTOWYMBBIE Yy3IIbl, 3 KOTOPBIX UCXOAAT JIBE Maphl BETBEH — HEYCTOHYNBOE MHOr00O0Opa-
3ue WV (omHOMepHas cemaparpuica), KOTOpoe BTeKaeT B TouKy Fi. B pesymbrare mobas TpacKTopHs,
nexamas Mexy aByms BeTBaMu WU (B HEKOTOPOI OT HMX OKPECTHOCTH), CTPEMUTCS K YCTOHUMBOMY
y3ny F1, naxe eciu HayabHas TOYKA JICKUT BHE SAMHUYHOTO KyOa. Hamporus, eciiu HayanbHas TOuka
JISKUT BBIIIE WA HIKE COOTBETCTBYIOIIEH BETBH U BHE EIMHUYHOTO Ky0a, TO TPaeKTOPHUS OKa3bIBAETCS
HeorpaHM4YeHHON. B obnactu 2 npwu nepeceueHnn JINHUK M = S/2 B OKPECTHOCTH CEUIOBBIX ToUeK F)
u Fy ycroitunBoe MHOT00Opa3ue OKa3bIBaeTCA IByMEPHBIM, H OHO «OTCEKAeT» 3HAUYUTENLHO OOJBIIYIO
4yacTh (pa30BOro MPOCTPAHCTBA, YeM B 00dacTH 1, U «700aBiseT» K OOJNACTU MPUTSKECHUS TOYKU )y
GoIBIIYIO 0ONIACTH BHE €IMHMYHOTO Ky6a (puc. 1, ¢). Kpome Toro, Heycroitunsoe MHoroo6paszue WU ¢
HayaJloM B TOUKax /U3 4 KPyTO M3rMOaeTCs BBEPX MIIM BHU3 (BEPXHssA M HWKHsA BETBH) U YXOIMT B Oec-
KOHEYHOCTh NPH YAAJICHHUH OT JIUHUU m = $/2. TakuM 00pa3oM, 06IacTh MPUTSDKEHHUS TOITMMOP(HOI
ToukH F/| B 001acTu 2 3HAUUTENHHO OOJbIle, YeM B obnacTh 1.

ITpu nepexone B o6nacte 3 Touek 3 4 HE CyIIECTBYET, TOUKa [J1 TepseT yCTOMYMBOCTH (CTaHO-
BHTCS CEIIJIOBOH), 2 YCTOMYHUBOCTH pHOOpeTaroT Touku Fy u Eo (puc. 1, d). B aToMm ciiyyae nuHaMuka
CHCTEMBI CTaHOBHTCSI OMcTaOWibHOW. B pesynbrare A HayadbHBIX YCIIOBHH, JIEXKALIMX MO pa3HbIE
CTOPOHBI OT CENapaTpPHCHOTO MHOroo6pasus WS, TpaekTopus CTpeMHUTCS K OXHOH M3 MOHOMOP(MHBIX
Touek: mpu Q > 1/2 k Fo, ipu Q@ < 1/2 x Ey. Touku Ey u E9 B 3TOM cliyuae OKa3bIBalOTCs I100aIbHO
YCTOMYUBBIMU U PUTATUBAIOIIAMU IS JTFOOBIX HaYaJIbHBIX YCIIOBHU. B obnactu 4 cucrema takxke Ou-
cTabHIbHA C TEM OTIIMYHMEM, YTO MPU NEPECCUCHUH IHHUH M = — S /4 pOKAACTCS Mapa CEATIOBBIX TOUYEK
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E3 4, neIMKOM JIeXkKalluX B eJMHUYHOM KBajpare (puc. 1, e). Ycroliunsble COOCTBEHHBIE MOANPOCTPaH-
CTBA 9THX TOYEK CTPOTrO JIEXKAT Ha MOBEPXHOCTH () = 1/2, a HEyCTOHYMBOE MOPOXKAACT HEYCTONYMBOE
muoroo6pasue WY, koTopoe m3rubaercs BBepX MM BHU3 11 ToueK F3 1 F4 B 3aBHCUMOCTH OT 3Hade-
Hust () (cM. puc. 1, e). Hanuure B ABYyX 3THUX 00JACTAX MApaMeTPOB TAKOW TOMOIOTHYECKOW CTPYKTYPBI
(ha30BOr0 POCTPAHCTBA, OMPEACIIEMOE Pa3MEPHOCTHIO0 COOCTBEHHBIX MTOAIPOCTPAHCTB, 03HAYALT, YTO
B psjie ciydaeB (popMUPYIOTCS TOBOJBHO MPUIYAJIUBBIE HEMOHOTOHHBIE MOJIEIIbHBIE PEKUMBI JTIHAMH-
xn. Hanpumep, B 06acTH 3, ecliM HauaIbHas TOYKA PACIIONOKEHA HA IIOBEPXHOCTH MHOrooOpasus o
WA TOCTATOYHO OJM3Ka K HEH, TO TPaeKTOPHs MEJIEHHO JIBHKETCS 0 Hel, MOKa He IOCTUTHET Ceayia
E;. B 3ToM citydae ciaboe BO3MyIIEHHE OBICTPO «BBITOIKHET» TPAaeKTOPHIO B CTOPOHY Fjy wimu Fo,
KOTOPBIX OHA JIOCTHTHET JOCTaToYHO ObIcTpo. KoHIleHTpamm g1 M g2, @ TakKe BeC p MPH 3TOM OyayT
M3MEHSATHCS JIOBOJIBHO TUIABHO.

B obmactu 4 TpaexTopun OynyT HEMHOTO cioxHee. Hampumep, Tpaekropus, jexamas Ha I0-
BEpPXHOCTH MHOrooOpasust W, Gyer nBUraThes MO HEld, IoKa He JOCTHrHeT Touku F3 mmm Ey. Touka
F) B 5ToM clIyuae HOpOXKIAeT cemaparpucy Ha W° Takyio, 4To, ecliM HayajbHAas TOYKA JIEKHT Hpa-
Bee WM JieBee OT Hee, TO Tpaekropusi crpemutcs K F3 mmm Ej4. [locme dero ciaGpie BO3MYIIEHUS
«BBIHYK/IAI0T» TPAEKTOPUIO IBUTaThCS K OTHOMY M3 MOHOMOP(QHBIX cocTosiHui Fy unn Eo. Tpaekro-
PHS IIPH 5TOM OKa3hIBAETCS PACTIONOKEHA JOCTATOYHO GIIM3KO K HEyCTOiunBOMY MHOrooGpasuio WY
(cm. puc. 1, e). Hannume Taxux Tpaextopwmii (1a u camoro W) o3Hauaer, 4To M0mKeH GHITH OTMe-
YeH CKa4OK 3Ha4deHHs Beca p. J[pyrnMu cioBamw, 1Mo Mepe MPUOIIKEHHS TPAeKTOPHUH K OJHOMY H3
MOHOMOP(]HBIX COCTOSHUI MPOUCXOAUT CTPEMHUTENBHBIA POCT (WM MaJICHUE) YHCICHHOCTH OHOM W3
CyOmomyIIsinuii, a mociie Bec majgaer (pacTeT), MOKa He JOCTUTHET CTAlMOHAPHOTO 3HaveHust 1/2 B
touke Lo wim Eo. Puc. 2 neMoHCTpUpyeT mpUMephl TAKHX PEKUMOB THHAMHKH.

Ha puc. 2 mokazaHbl 4eTbIpe pa3Hble TPACKTOPUH NPH Pa3IMYHBIX HE3HAUYUTENBHO OTINYAI0-
IIUXCS HavYaJbHBIX YCIOBHUAX (KOOPAMHATHI CTapTOBHIX TOYEK NPHUBENEHBI Ha puc. 2, a). i mep-
BOM HayaJabHOM TOYKH CTPOTO BBIMOJNHSAETCS () = 1/2, TO ecTh OHA JIEKHT HA MHOTOOOpa3vu ws.
dopmMupyemast Ipu STHX HaYaJbHBIX YCIOBUSX TPAEKTOPHS C TOYHOCTHIO JIO TIOTPEIITHOCTH YWCIICH-
HOTO MHTEIPHPOBAHHUs JBIDKETCS 10 moBepxHoctH WS, Jlanee oHa HeHajaonro (CHOBa e, M3-3a

-t - I
q j ws q9: E
i E2 2
. 3 Lo
0.54- ~-P___,J,’l,i,‘>,,__--_____, (c) 054 L
] 92|/
0 50 ¢ 150 200
b
ly””’q’””’/
. / E2 a
sl P (@(0), 4x(0), p(0))
' k’qz/ N (b)) —— (0.6, 0.2, 0.75)
R —d () 0.61, 0.21, 0.751)
(d) (0.601, 0.205, 0.751) S\
c0 1020430 40 50 (© (0.599,0201.0.75  Jo- 10 20 4 30 40 50
Puc. 2. Ilpumepsl pexxumMoB auHaMUKH B obmacth 4 npu s = —0.9, m = 0.15 U HayaJdbHBIX YCIOBHUIX

(¢1(0),¢2(0), p(0)), yka3aHHBIX Ha PUCYHKE

Fig. 2. Examples of dynamics regimes in domain 4 at s = —0.9, m = 0.15 and initial conditions (g1 (0), g2(0), p(0))
shown on the figure
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MIOTPEUTHOCTH WHTETPUPOBAHUS) 337IepKUBACTCS B OKPECTHOCTH TOUKH '3, TTOKa BO3MYILEHHUS HE BHI-
OBIOT TPAGKTOPHIO B OKPECTHOCTh HeycToHumBoro MHoroo6pasust WU, B 3Tor MOMEHT BenmuuHa p
BO3pAcTaeT, U MO Mepe MPUOIIKEHUA K yCTOMUMBON Touke F ee pocT mpekpamiaercs U CMEHSAeTCs
najieHueM 10 3HadeHust 1/2 (puc. 2, b). Jlnst Gonpluei HASIIHOCTH Ha PHC. 2, b BBIICICHbI EPEUrC-
JIEHHbIE 3TaIbl AHHAMHUKH, COOTBETCTBYIOIME IBHKEHHIO B1oIb WS 1 WU u cranmonapHoil quHaMuKe
B MOHOMOpP(HOM cocTtosiHuu Ey mnu Ey (puc. 2, e). /e apyrue cTapToBble TOUKH OTINYAIOTCS OT Iep-
BOI1 Ha COThIC. DTO MPUBOJUT K TOMY, YTO TPACKTOPHUS MPOXOJUT JIUIIb B OKPECTHOCTH MHOTO0Opa3uit
WS u WY n namuoro Geictpee 10CTHraeT MOHOMOP(HBIX cocTosiHuit Foy umn Ey, o1HaKo HeGOIbIIOoi
CKauOK BEJIMYHHEI p TO-TIpeKHEMY HaOmonaeTcs (puc. 2, ¢).

Ha oudypkarnmonnoit muann m = 0, TO €CTh HA TPAHUIIE, OTICIAIONICH OMOIOTUYECKHA 3HAYH-
MBbIe 00JIacTH MmapaMeTpoB 1 U 4 OT He3HAUMMBIX oOnactedi 8 u 5, cucreMa (4) BBIPOXKIIACTCS: TICPBBIC
JIBa YpaBHEHHUS HE 3aBHCAT JPYT OT Apyra M OT TPETbero ypaBHeHUsA. OueBUAHO, YTO CTAllMOHAPHBIE
3HaYeHHs IS TIePBOTO M BTOPOTO ypaBHeHHsi cucreMsl (4) pasubl 0, 1/2 u 1. Ilpu s > 0 ycroitunsa
Touka ¢ = 1/2, mpu s < 0 — touka ¢ = 0 u ¢ = 1. BMecTe ¢ TeM TpeTbe ypaBHEHHE 3aBUCHT OT Iep-
BBIX JBYX CJEQyIOmuM oOpazoM. Eciiu ¢ W g2 HOCTHINIM OXHOTO W3 CBOWIX CTAIlMOHAPHBIX 3HAYEHUH
((1/2,1/2) mpu s > 0, (0,0), (0,1), (1,0) mwm (1,1) mpu s < 0), To TpeTbe ypaBHEHHE OOpaIaeTCs
B HYJIb HE3aBHCUMO OT 3HadeHHs p. Kak ciencTBue, BeMWYMHA p HE TOCTHTAET CBOETO CTAIlMOHAPHO-
ro 3HaueHust — 0 wik 1 (3TO CTAaHOBUTCS BO3MOXHBIM, TonbKo eci p(0) = 0 wmm 1). B pesynbrare
pu m=0 cTanmoHapHOe 3Ha4YeHHE P (COOTHOIICHNE YMCIEHHOCTEH Ha 00€NX TEPPUTOPHUAX B aCHMII-
TOTHYECKOM CJIy4ae) MOXKET OBITh JIIOOBIM M 3aBHCHT OT HadaubHbIX 3HadeHui ¢1(0), g2(0) u p(0).
Oto o3Hawaet, yTo B cucrteme (4) mpu m = 0 m s > 0 cymecTByeT mpsMas yCTOWYIHMBBIX OCOOBIX
touek: (1/2,1/2,p) (puc. 3, a). CoorBerctBeHHO mpu s < 0 Takux npsmbix yxe udersipe: (0,0,p),
(0,1,p), (1,0,p) u (1,1,p), tne p — moboe aeiicTBuTeNbHOE YKcIo (pHc. 3, b). B mocnentem ciydae
00JIaCTh JOMYCTHMBIX HadalbHBIX 3HAUEHHH NMEepeMEHHBIX (eIMHUYHBIN Ky0) pa3OmBaeTcsi Ha YeThIpe
paBHbIe OacceiiHa IPHUTHKEHUS], OTPAHHYEHHBIC TUIOCKOCTSIMU q1 = 1/2, go = 1/2 u rpansmu Kyba.
Ipu 0 < ¢1(0) < 0.5 1 0 < ¢2(0) < 0.5 mepemennsie ¢; u g2 crpemstes k 0, mpu 0.5 < ¢1(0) < 1
n05<q0) <1-xlIpu0 < ¢1(0) < 0.5u 0.5 < ¢2(0) < 1 yacrora amtens A B nepBoi
nomysiuu — ¢ crpemutest K 0, a Bo Bropoit — g2 — kK 1, mpu 0.5 < ¢1(0) < 1 m 0 < ¢2(0) < 0.5
4yacToTa ayuteNis A B IepBOM NOMyIAIMU cTpeMHUTCs K 1, a Bo Bropoit — k 0. J[Be mociieaHue CUTyamun
MOYXHO WHTEpPIPETHUPOBATh KaK T€HETHYECKYIO IUBEPTEeHIMIO Momymsanuii. [IpudaeM Bce 3TO HUKaK He
3aBHCHT OT HavanbHOTro 3HayeHus p(0).

Haxkoner, B 6Monornyecki HE3HAYUMBIX 00nacTax 5 u 6 Ha puc. 1, @ yCTOWYMBBIMH OKasbl-
BalOTCs TOUuku F3 u F4, HO OHU Jexar 3a IpeiesoM eIWHUYHOrO Ky0a, a KOHIEHTPAIUH ¢ WU G2
OKa3bIBAIOTCSl OTPHUIATEIHHBIMUA WM OOJBINE €AWHUIBI (00JIACTH 5 U 6 OTIMYAIOTCS Pa3MEPHOCTHIO
YCTOWYMBOTO MHOTO00pa3us B OKPECTHOCTH To4ueKk Fy U Fo). B obmactsax 7 m 8 Bce 0coObIe TOUKH
JexaT B eIMHUYHOM KyOe, HO cpeiy HUX HET YCTOHYMBBIX (007acTé 7 M 8§ OTIHYArOTCA KOJIMYECTBOM
0COOBIX TOUCK).

ObcynuM copeprkarebHble OMONOTMYECKUE Pe3yNbTaTbl, KOTOPhIE CIEIYIOT M3 MPOBEICHHOTO
nccienoBanus. [Ipu 3ToM Hac, B IepByIO odepenb, ECTECTBEHHO, MHTEPECYIOT 00JIacTH 3HAUYEHHH Ia-
paMeTpoB, COOTBETCTBYIOIINE OMOIOTHYECKOMY CojepKaHuIo 3afaun: s > —1 u 0 < m < 1. [Ipose-
JIEHHOE WCCIIC0OBAHME TIOKA3bIBACT, YTO MPH ITHX 3HAYCHUAX MapaMEeTPOB B PacCMaTpPHBAEMOM CHCTe-
M€ JIByX HOMYJISILUH, CBA3aHHBIX MHUIPAlUsMH, HUKAKON YCTOMYNBON IeHETHYECKOH IMBEPreHUNH
OBITH He MokeT. [Ipy MOMOXUTETHHBIX 3HAYCHUAX TTapamMeTpa S, TO €CTh B ClIy4yae MOBBIIICHHOMN Ipu-
CHOCOOIEHHOCTH TeTepo3uroT (o6mactu 1 u 2 Ha puc. 1, @), B KaKA0H U3 MONYJSIUI yCTaHABIHBAETCS,
€CTECTBEHHO, OMHAKOBBIA YCTOMYMBBIN NOMUMOP(U3M ¢ paBHBIMH KOHLIEHTpauusMu ajvieneid A u a.
[Ipu oTpunaTeT-HOM 3HAUEHUH HapameTpa S, TO €CTh B CcIydae MOHMKEHHOH MPHUCIIOCOOIEHHOCTH Te-
Tepo3urot (o6mactu 3 u 4 Ha puc. 1, @), B KaXJI0i U3 MOMYJALUI yCTaHABIMBAETCS OIMHAKOBBINA yCTOM-
9UBBIA MOHOMOPGU3M 160 1o reHoruny AA (mpu ) > 1/2), mu6o 1o reHorumny aa (npu Q < 1/2).
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Puc. 3. Ilpumeps! aunamuku cuctemsl (4) npp m =0, s = —0.5 (@) u s = 1 (b)

Fig. 3. Examples of dynamics regimes of system (4) at m =0, s = —0.5 () and s = 1 (b)

I[Tpy OTHOCHTENBHO MaIbIX 3HaYCHHsIX Koddduirerta murparmu (0<m< —s/4, obnacts 4 Ha puc. 1, a)
B CHUCTEME MOSBIISAIOTCS IOJIOKEHNS] PaBHOBECHS 13 4, COOTBETCTBYIOIME F€HETUYECKON TMBEPreHIIUH
MOTTYJISIIMMA, KOTJ]a B OJJHON W3 MOJMMOP(HBIX CMEXKHBIX MOIYJSAIHUNA MpeodiIaaeT OfuH U3 aJulele,
a BO BTOPOH — IpYroif, HO 3TH MOJIOKEHNS PABHOBECHSI OKa3bIBAIOTCA HEYCTONYMBBIMHU IS JTIOOBIX 3HA-
YeHHH MapaMeTpOB MO, TIPY KOTOPBIX OHHU CYIIECTBYIOT (32 HCKITIOUEHHEM BBIPOXKIEHHOTO CITydast
m = 0). Kax yxke yka3pIBalIoCh, 3TH TOUKH JexaT Ha noepxHoctd W (mpu Q = 1/2), u moGbie
MaJible BO3MYIIEHHS, BBIBOSAIINE M3 3TOW MOBEPXHOCTH, MPUBOAAT K CTPEMIICHHIO K MOHOMOP(HOMY
paBHOBeCHIO Bcel cucteMsl B 1esioM. ConepkaTeIbHO 3TO MOXKHO HHTEPIPETUPOBATH CIESAYIOIIUM 00-
pasom. Ecii HagasnbHble ycinoBus TakoBsl, 4to ()(0) = 1/2, To 0TOOp MPOTHB TeTEPO3UTOT TIPU OHHA-
KOBOM MPHUCIIOCOOJIICHHOCTH FeTEPO3UTOT HUKAK HE CMOXKET HAPYIIUTh 3TO COOTHOIEeHUe. OIHAKO, eCITH
MIPH 3TOM HaYaJIbHBIE YaCTOTHI aJIesIe B KaXKI0M U3 MOMyIAuil He paBHbI 0.5, TO TOT K€ 0TOOp MPOTHB
TeTepO3UroT Oy/IeT CII0COOCTBOBATh YBEIHMYSHHIO AOJIU MPEOOIIaIatonIero ajiess B JaHHOW NOITYJISIIHH.
Otomy mporeccy OyaeT MpOTUBOAECHCTBOBATh MHUTPALIUsA, KOTOpas CIVIa)KMBAEeT pa3iIndus B TeHETHYe-
CKHX CTPYKTypax momyssituii. Eciin HHTEeHCHBHOCTD MHUTPALIMU J0OCTATOYHO BeluKa (m > —s/4), pas-
JIUYUS MEXAY MOMYJSIMSMH TOJTHOCTBIO CIVIAXXHBAIOTCA M YaCTOTHI ajulesied B KaXKAOH W3 MOy
BbIpaBHUBatoTCs (cTpemsrcs K 0.5). [Ipn MeHbIINX HHTEHCHBHOCTSAX MUTpauuii (m < —s/4) B cucre-
Me MPEeBAIUPYET OU3PYNTHBHBIA OTOOP M YCTaHABIUBAETCS OJHO M3 ABYX BO3MOXKHBIX JAUBEPrEHTHBIX
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paBHOBecuil £ win E4. OHAKO Takoe paBHOBECHE OKA3bIBACTCSI BO3MOXKHBIM, TOJbKO ecin Q(0)=1/2,
1 OHO HEyCTOWYMBO II0 OTHOLIEHHIO K JIIOOBIM BO3MYILICHMSAM, HapyLIAOUIMM 3TO PaBEHCTBO. BrIxon
3 oBepXHoCcTH VW NPHBOIUT K TOMY, UTO MO0 B KaXIO0H M3 CBA3AHHEIX TIOMYIIALMIL GyeT mpeoba-
JIaTh OJMH M TOT XK€ aJuieNib (M B YCIOBUAX OMCTaOMIFHOCTH OH OYZIET CTPEMHTHCS K (PHUKcariwm), THO0
B MOMYTALUAX NpeoOiagaroT pasHble ajieli, HO 4acTOThl NPeoOiIaJarolInx ajulenedl pa3auyaroTcs
(mockonbky () # 1/2). Ho Toraa momyssiiusi, ©Meroriasi GOJbIIyI0 YacTOTy MPeodiIaIaroIiero ajiels,
OyzneT UMeTh U OOJNBILYI0 CPEIHIOI NPHCIOCOONEeHHOCTh. B cuity 3Toro ona Oyner mpeoOnaaaTh 1o
CKOPOCTH pOCTa, a 3aTeM M I10 YHCIIEHHOCTH (Becy), M 10 MOTOKY MUTPAHTOB («3MHUTPAHTOBY). B pe-
3yJbTare Mpeoliiafaomuii B OJHON W3 MOMYJSIIUI aJuleslb CO BpEMEHEM OKa)KeTCs MPeoOIagalonuM Bo
Bcell cucTeme momyisinyii. B uTore 3To mpuBeseT K MOHOMOP(H3MY M BBIPABHUBAHUIO YHCIIEHHOCTEH
(BECOB) 3a CueT MUTpAITUH.

3aMeTuM, YTO MPHU MOTHON M30IALHH (TO ecTh pu m = () reHeTHdecKast JUBEPreHus MOMyJIs-
Ui, €CTECTBEHHO, BO3MOXKHA ITPU TIOHW)KEHHOH MpucriocotieHHocTH retepo3urot Aa (s < 0). B atom
cilydae Kax/as OTJENIbHO B3ATas MOIMYJISIHS BCera OKa3bIBaeTcss MOHOMOP(HON (IPUCYTCTBYET TOJb-
ko reHotun AA nmm aa). [eHOTHIT Ha pa3HBIX TEPPUTOPHAX HMPU ITOM MOXKET IOJTHOCTBHIO COBIAIAThH
(HabiromaeTcst OAMHAKOBBIM YCTOMYMBBI MOHOMOP(H3M) WK OBITH Pa3IMYHBIM (IUBEpreHuus). Bme-
CTE C TeM, M3-3a PA3INYAN B HAYAJIbHBIX 3HAYCHUAX CPEIHUX MPHUCIIOCOOICHHOCTEH 0co0el, GMHUTHOE
OTHOIIICHUE YHCICHHOCTEW MOMyNsiui okaszbiBaercs Jiro0biM (0 < p < 1) B 3aBUCUMOCTH OT Havallb-
HBIX 3HAYCHUU 9acTOT TEHOB M COOTHOIICHUS YUCICHHOCTEH (Beca p). IlpuMepsr nuHaMuky Ha puc. 3
JEMOHCTPUPYIOT TOT ()aKT, YTO B aCUMITOTHYECKOM CIIy4ae KOHLCHTpPAIMHU ajuiesisi A JOCTUTAIOT 3Ha-
uyernst 0, 1/2 wmm 1, B TO BpeMsi Kak BEIMYHWHA BeCa P KAKMM-TO 00pa3soM 3aBHCHT OT HAYalIbHBIX
YCJIOBHIA U PEIKO AOCTHIaeT 3Ha4YeHuUs 1/2.

3. YacrHblii cayyaii cuctems (4) npu p = 1/2

HecnoxHo 3aMeTuTh, 4TO B HEBBIPOXKACHHOM ciiydae (m # () moboe U3 CTalMoOHAPHBIX COCTO-
sauil Fp—F, XapakTepusyeTcs 3HaueHHeM Beca p = 1/2, To ecTh 00¢ MOMy/SsIHN B aCHMITOTHYECKOM
cllydae OKa3bIBAIOTCS PaBHBIMH 0 YHCICHHOCTSIM HE3aBHCHMO OT TOTO, KaKHe YacTOThI ayeneit A u a
COOTBETCTBYIOT 3TOMY COCTOSIHUIO. B CHJIy 3TOT0 MHTEpECHO MpoaHaIN3UPOBATh, KaK OyAeT MEHSITHCS
KOHICHTpAIMS aJuleliedl B MOMYIALIUIX ¢ MOCTOSHHBIMU YHCICHHOCTSIMU WM C IMTOCTOSSHHBIMHA COOTHO-
LICHUSIMH YUCICHHOCTEH, TO ecTh npu p = const. {11 Hayajga pacCMOTPUM MPOCTEHIIYIO CUTYaLHUIo:
p = 1/2 — uncieHHOCTH paBHBI Ha 00eux TeppuTOpusix. B aToM citydyae cucrema (4) umeet Buj [2,3]:

d
% = S(h(l — Q1)(1 — 2(]1) + m(q2 - CI1),

(6)
d

Cucrema (6) uMeeT TOT ke Habop 0coObIX Touek, uto U (4): Fo—F4. OaHako K HUM 00aBISIOTCS
elie YeThIpe TOUKH F5—Fg, KOTOpbIe HaXOAATCS KaK KOPHH MOJIIHOMA 8‘<>’2q11 —16s%¢3+2s(5s—2m) g3+
+ 25(2m—s)q1 +m(2m—1), a 3HaueHus go HaXoAATCS MO hopmyre: go = q1(—25¢3+3s5q1+m—s)/m.
Omnucanue 3TUX 0COOBIX TOYEK JIOCTATOYHO TPOMO3JIKO, TOITOMY HE OyaeM IPUBOIUTH 3[€Ch UX SBHBIN
Buj. OHAKO HECIIOXKHO TMOKa3aTh, YTO STOT MOJIMHOM HMEET CTPOTO YEThIpe JECHCTBUTEIBHBIX KOPHS
npu s < 0, ecut /2 < m < —s/6, anpu s > 0, ecmu —s/6 < m < s/2. Ha rpanumax 3Toro
MHTEpBaJia, TO eCTh PH M = +5/2 uin +5/6, MOTUHOM HUMEET TOJIBKO J[Ba KOPHSI BTOPOW KPaTHOCTH,
coBmaaammux 1udo ¢ Toukamu Fy u Ey npu s > 0, mubo ¢ F3 u E4 npu s < (0. COOTBETCTBEHHO B
STHX JTalla30Hax ImapaMeTpoB TOUkH Fs—Fjg CylIecTBYIOT, a TIOSBIAIOTCS OHU B pe3yabrare oudypka-
LMK BUJI U3 1apbl Eg o unn E3 4.
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Puc. 4. [Tapamerpuueckuii moptpeT cuctemsl (6), a Takke (azoBble MOPTPETH], COBMEIICHHBIE ¢ OacceliHAMU MPUTS-
JKEHHs yCTONYMBBIX CTAIMOHAPHBIX coctostHmii. Cephble obnactu (inf) Ha Gacceifmax mox Homepamu 1, 1/, 2 u 8 co-
OTBETCTBYIOT HEOTPAaHUUEHHBIM MOJEIBHBIM TpaeKTopusiM. B obmacTu 7 Bce TpaeKTOpPUH HEOTpaHUUEHHBIE (YXOIAT Ha
0eCcKOHEYHOCTD). B ocTanbHBIX citydasx Oelnble u cepble 00IacTH — 0acCeHBI COCYIIECTBYIOIINX YCTOMYHBEIX COCTOSI-
Huil paBHOBecUs

Fig. 4. Parametric and phase portraits of the system (6) which are combined with the basins of attraction of stable
equilibrium. Gray areas (inf) with numbers 1, 1’, 2 and 8 correspond to unbounded model trajectories. In area 7
all trajectories are unbounded (seek to infinity). In other cases, white and gray areas are basins of coexisting stable
equilibrium

OO0nacTu CyIIEeCTBOBaHUSI M YCTOMYMBOCTH 0COOBIX Touek Fg—F4 COBMAmaOT ¢ aHAJIOTHYHBIMU
obmactamu cuctemsl (4), a 1 Touek Fs—Fg OHM OKa3hIBAIOTCS «BJIOXKCHBD) B HUX. B BepxHel wacTu
puc. 4 B IIIOCKOCTH TapaMETPOB MOKa3aHbl 3TU o0nacTH. PaccMoTpum ux moapoOHee.

B o6nactu mox HomepoM 1, a Taxxe B o0actu 1/, He mMeromel GMOIOrHIECKOro cMbIcia (o OT-
pUIIATEIILHOMY 3HAUCHHIO TIapaMeTpa 1, a He 3HaUeHUsIM (pa30BBIX MEPEMEHHBIX ), CYIIECTBYET JCBATh
touek, Fy—FEg. B obmactu 2 u 8 — sath, Fo—F5. YCTOWIUBBIM SBISIETCS TTOMTUMOpP(HOE cocTosHue .
WHTepecHO, 4TO TMpU MOJOXKUTENBHBIX 3HAYCHHAX MapaMeTpa 11 HEKOTOpbIe OCOObIE TOYKH pacIo-
JIOKEHBI 3a IPEJesIOM IepBoro KBajapanTa. [losTomy obnmacts mpuTsKeHHS MOIUMOpPGHONH TOUKH Fq
BKITIOYAET KaK BECh €IMHUYHBINA KBaJpaT, TaK M 30HBI, PACIIOJIOKEHHBIE 3a ero npeaenamu. OJHaKo mpu
OTpULATCIIBHBIX 3HAYCHUAX 1M BCC CTALlMOHAPHBIC TOYKU U Oacceln MPUTSXKCHUA El PacCIIOJIOKCHEI B
€MHUYHOM KBaJIpare.

B ob6nactu 3, a Takke B OMOJIOTHYECKU HE3HAUMMOM 00NacTu 6 AMHAMHKA CHCTEMBI (6) CTaHO-
BHTCS OMCTaOMIBHOH. 371eCh CYIECTBYIOT IBE 0COOBIEC YCTOHYHMBBIC TOUYKA — MOHOMOpGHBIE Fy 1 Fo ¢
00IaCTIMH TPUTSDKEHUS, pa3elieHHBIME IpsMoit g1 = 1 — ¢o (B obnactu 3) u ¢ = g2 (B obmactu 6).
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B obnactu 4 mosiBisercs mapa Touek E3, F4, KOTOpble KapJHHAIBHO HE BIUSIOT Ha OONACTH MPUTS-
KEHHST MOHOMOP(HBIX COCTOSHUI PaBHOBECHS, HO BHOCST B IMHAMHKY OCOOCHHOCTH, aHAJIOTHYHBIE
TEM, 4TO ObLTH B 001acTu 4 TpexMepHOi cuctembl (4). B 3ToM ciiydyae MoIeNnbHbIC TPACKTOPUHU COJep-
’KaT HEMOHOTOHHBIC YYaCTKH AWHAMHUKH. Ecimu cymma HadanpHbix KoHuentpammit ¢1(0) + ¢2(0) = 1
(wmu gocraroyHo ONM3KO K 1), TO CHaYaja TPaeKTOPHsS JBHXKETCS BIOJb CEMaparpucel ¢ = 1 — ¢o,
[TOKa He JOCTUTHET OKPECTHOCTH TOUKH ['3 mim Fy (COOTBETCTBYIOUINX TUBEPTEHITNH, 1€ OHA MOXKET
«3aJIepiKaThbCs»), a 3aTeM BCJCICTBHE MAJIbIX BO3MYIIEHHI OHa ycTpemisercs K Touke Fg mimm Fo.
B pesynprare BHadae BenwuuHA 1 OyAeT pacTd, a ¢ Magarh Wik HAo0OpoT. 3areM ¢; U go OyAyT
OJTHOBPEMEHHO PACTH MPH ABIKEHUH K Fo WM Majgarh MpH ABIKEHHU K F.

Hakoner, B o0mactsax 5 u 5’ or kaxmoii cemnosoit Toukn Es u Ey ormerusiercst mo mape Ej g
u E7 3, a nonumopdueie Toukn E3 n £, npuobperaror ycToiunBocTh. B pesynbrare B 3THX 001acTAX
IIOMHUMO YCTOMYUBBIX MOHOMOP(HBIX COCTOSIHHN CYIIECTBYIOT YCTOWYMBBIE COCTOSHHS paBHOBECHS,
COOTBETCTBYIOIINE MOTUMOP(HON MOMYJSIIUU ¢ BRICOKOH KOHIIEHTparueil amnernst A U HU3KOH anens
a 1 Hao00poT. Takum 00pazom, AMHAMHKA CUCTEMBI (6) OKa3bIBaeTCsl KBaIpOCTaOMIHLHOM, TO €CTh B
3aBHCHMOCTH OT Ha49aJIbHBIX yCIIOBUI BEIMYHHEI ¢ H ¢ C TEYSHHEM BpeMeHeM (IIPH JOCTaTOYHO OO0ITb-
IIOM t) CTPEMSATCS K YETHIPEM MPUHIUIIHAIBLHO PA3HBIM 3HAYCHUSM: JTHO0 MOHOMOP(HBIM COCTOSHUSIM
C HYJICBOW KOHIICHTpaluen amiens A Win a, 00 K MOTUMOP(GHBIM ¢ HEPaBHBIMH KOHIICHTPAIHMSIMHU
(c mpeoOnagaHueM TOTO WM WUHOTO aJUIeIst).

Hakoner, B Onoorndecku HE3HAYUMOUW 00JIACTH 7 HET YCTOHYHMBBIX OCOOBIX TOYCK, a BCE MO-
JIeNbHBIC TPACKTOPUH OKa3bIBAIOTCS HEOTPaHUYCHHBIMH.

Takum 006pa3oM, TeHeTHYECKasi JUBEPTECHIM B CUCTEME MUTPAIIMOHHO CBA3aHHBIX TOMYISAINN —
HaJIMYME YCTOMYUBBIX COCTOSHHI PaBHOBECHS, COOTBETCTBYIOIIMX MOIMMOP(MHON TMOIYJISAIHUA C BbI-
COKOW KOHIIGHTpAIMel ajelss A ¥ HU3KOHM ajuiens a, Wil HaoOOpOT — OKa3bIBACTCS BO3MOXKHOU B
MOJIENIH, COOTBETCTBYOIIEH crucTeme (6) MpH MOHMKEHHOW MPHUCIIOCOOICHHOCTH TeTepo3uroT (s < 0)
U JIOCTaTOYHO MajioM Koddduuuente murpamuit: m < —s/6 (obnacts 5 Ha puc. 4).

4. Oo000menue moaeau (6) Aas JOOBIX p

IIpenrnonokuM Terepb, YTO YHCICHHOCTU HAa PA3HBIX TEPPHUTOPHSIX PA3IU4YHBIC, HO B LEIOM
COXpaHsieTCsl OTHOLICHHE uncieHHocreir p = Ni /(N1 + Na) = const, Takoe uto 0 < p < 1. Bynem
CUNTATh BEIMYUHY P MAapaMeTPOM, KOTOPBI €CIIM U M3MEHSEeTCs, TO JAOCTATOYHO MEMLICHHO. B 3ToM
cilydae cucteMy (4) mepemnuiieM B BHUIE:

d 1-—

o sqr(1—q1)(1 —2q1) + mip(% - q1),

ddt P %)
q2 p

B _ o1 — go)(1— 2 P (41— )

o = s2(l—a2)(1-2¢) +my _p((h q2)

Kak u npexe, cucrema (7) UMeeT OT TpeX N0 JEBATH OCOOBIX TOYEK, KOTOPhIE B ATOM Cllydae
3aBHCAIT €Ile OT mapamerpa p, 3a uckimodenueM touek E£y(0,0), E1(1/2,1/2) n E5(1,1). OcranbHsie
mecth Touek Fs—Fg npu p = 1/2, 04eBHIHO, COBMAAAIOT C OMHMCAHHBIMH B MPEIBIAYIIEM pasiele.
B mannoM ciyuae moznens (7) — TpexmapaMmerpudeckas. [loaToMy u3MeHeHHe XapakTepa yCTOWIHMBOCTH
CTaIlMOHAPHBIX COCTOSHUI HEOOXOJUMO BBHITIONHUTH NP U3MEHEHHH BCEX TPEX MapaMeTpOB.

Jl1 Havama HECIOXKHO IOKa3aTh, KaK M3MEHSIOTCS KOOPIMHATHl YCTOMYUBBIX M HEYCTOWIHBBIX
0COOBIX TOUEK, HalpUMep, NMPH U3MEHEHUH MapaMeTpa s U (PUKCHPOBAHHBIX 3HAYCHHUAX p U m. Puc. 5
JEMOHCTPUPYET 3TO, a TaKXKE MOKA3bIBAET MEXaHU3M POXICHHUS BCEX 0COOBIX ToueK. OUeBHIIHO, YTO
npoctelie Touku Fy, E1 m Es CymecTBYIOT mpHu JIOOBIX 3HAYCHHSAX mapamMeTpoB (oOmactu -V Ha
puc. 5), B To BpeMs napa To4ek [3 4 ¢ KOOpIAMHATaMM BHE €MHMYHOIO KBaJpara — JIMIIb IpH s>0
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Puc. 5. 3aBucHMOCTb KOOpAMHAT 0COOBIX TO4YeK cucTeMbl (7) OT mapamerpa s (Ou(pypkanuoHHAs JHarpamma) ¢ OTMe-
4YeHHBIMHU TouKamu Oudypxanuu (PF — oudypkarus Bui, SN — cemno-y3nosas u TC — Tpanckputiyeckas Oudyprars).
CrutomHast THHES 1 (S) — HOTHOCTBIO YCTONUMBAsT 0c00ast TOUKa, MMyHKTHP — HEYCTONYHBAs

Fig. 5. Coordinates of equilibrium points of system (7) depending on the parameter s (bifurcation diagram), where
bifurcation points are marked. PF, SN and TC is pitchfork, saddle-node and transcritical bifurcation respectively. Solid
and dotted lines Gi(s) are stable and unstable equilibriums respectively

(obmacts I m II). Ilpu s < 0 mapa ¢ Temu xe 0003HaYEeHUAMM F3 4 POXKIAETCA ITyTEM PACILCIICHHUS
nosumopdHoro cocrosaus F1(1/2,1/2) Ha nBa, To ecTh B pesynsrare oudypkanun Bui (obmacts [V
Ha puc. 5, a). Ilpu s > 0 napel Fs5¢ u E7 g NOABIAIOTCA B Pe3yabTaTe pacleIIeHUs MOHOMOP(HBIX
cocrostHAi paBHOBecHs Ey n Fo (o6macts I Ha puc. 5, a). Kak BUIHO U3 pHCyHKa, 9acTh U3 HUX JIEKUT
BHE IMHUYHOTrO KBajpara. OnHaKo, Kak ObIJIO [TOKAa3aHO paHee, MOSBICHUE TaKUX, Ha MEPBHIA B3IVIAL,
OMOJIOTHYECKN HE3HAYMMBIX CTAIlMOHAPHBIX TOYEK CHUTHANIHM3MPYET 00 M3MEHEHHUSIX XapakTepa JWHa-
MHUKHU OIPEJEIIEHHOTO poJa, a HE O IOTEpe CMBICIIA MaTeMaTH4eckol Mojenu. B nanHoM citydae npu
OOJIBIINX 3HAUEHHSX S YCTOMUMBOW fABIseTcd Touka [| B IleHTpe equHHYHOTO KBajpara. Kpome Hee
Ha (a30BOH MJIOCKOCTH CYILECTBYET IIITh WM AEBATH COCTOSIHUH PABHOBECHUS, KOTOPBIE COEIMHEHBI
YCTOWYHMBBIMU M HEYCTOMYMBBIMH MHOTO0OPa3HsIMH (CemapaTprucaMu). ITO YKa3bIBaeT Ha CYILECTBOBA-
HUE U30JIMPOBAHHBIX TPACKTOPUH OIIpeNeIeHHOTO pona. B OaccefiHax MPUTHKEHUS Taxe eIMHCTBCHHON
ycToiuuBoii momumoproii Touku Ey (o6macts I, I, 1 Ha puc. 6) HECIOKHO BBLIEIUTH OA00OIACTH,
B Ka)XJOH M3 KOTOPHIX CYIIECTBYIOT TPACKTOPHH, KOTOPHIE HE CIOCOOHBI MOKHHYTH €€, TaK KaK OHHU
OTpaHMUYEHbI CenapaTprUCaMH.

ITpn s < 0 mapsl To4ek, 0003HaUYEHHBIE KaK 5 ¢ U E'7 g, IOJTHOCTBIO JIEKAT B €IMHUYHOM KBajl-
pare (obmactb V Ha puc. 5, a—d), a cuctema Taxxe COACPKHUT U30JUpoBaHHbIe Tpaekropuu. Ho Gonee
HUHTEPECHO, YTO MEXaHM3M POXKIEHHS STUX TOYECK 3aBUCUT OT 3HaueHus Beca p. Ctporo mpu p = 1/2
u s < 0 mapsl E5 6 u F7g — pe3ynsTaT CyOKpUTHYECKOH OM(ypKaluu BUI. DTO O3HAYAET, YTO IIpaBee
touku PF( Ha puc. 5, a HeycroitunBoe coctosiuue E3 (Ey) — ato cenyo. Jleree PFy, xorna mosiBsercs
napa Es5¢ (E73), oHo npuobperaeT ycToiuuBocTh. To, Kak ycTpoeHo (azoBoe INPOCTPAaHCTBO O M
nocye 3Toi ouypKauuu, MOXHO TPOCIeAUTh Ha puc. 4 (obnacth 4 u 5).
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Puc. 6. ®a3oBbie MOPTPETH PEKUMOB JHHAMHKH CHUCTEMBI (7) U3 pa3HBIX oOnacTell Ha OMQypKaMOHHON AuWarpamme,
COBMEILICHHBIE C OacCeHaMM NMPUTSHKEHUS] YCTOWYMBBIX CTALIMOHAPHBIX COCTOSHUM

Fig. 6. Phase portraits and basins of attraction of the system (7) for the parameters from different domains on the
bifurcation diagram

[Ipu He3HAUMTENHHON BapHAlMK MapaMeTpa p XapakTep OU(ypKalUu KapJAUHAIBHO MEHSETCS
(puc. 5, b). C omuoit croponsl, pu s < 0 rpaduku 3aBHCHMOCTEN KOOpAMHAT Touek Fs (Fy) m
Es¢ (F7g) OoT mapamerpa S IepecTaloT Iepecekarbcs. JTO 03HA4aeT, yTo Ha (a30BOH IJIOCKOCTU
Touku B¢ (F7g) nexar nesee (npasee) ot E3 (E,) (puc. 6, d), a He pacHoIOKEeHbl OT Hee 1o 00e
cTopoHsl (puc. 6, a). B pesynbrare (ha3oBbie MOPTPETHl U COOTBETCTBYIOIINE OACCEHHBI MPUTSKCHHS
OKa3bIBAIOTCSI MEHEe CHMMETPHYHBIMH (CM. puc. 6), yeM B ciaydae p = 1/2. C apyroil CTOpOHSI,
nosiBjieHue nap touek Es g u F7 g HE MEHAET TUIl ycToiuuBoCTH 3 M Fy — OHM Kak ObLIM Ce/UIaMH,
TaK celjlaMH U ocTaioTcs. BMecrte ¢ TeMm 3Ta mapa cocTouT U3 ycroitunBoro y3na (Es u Eg) u ceanoBoit
touku (Eg u E7). DT0 03Ha4YaeT, 4To mpu p # 1/2 3TH mapsl TOYEK MOSBISIFOTCS B PE3yJIbTaTe CEIJIo-
y3noBoii oudypkaruu (SN), a He 6udypxanuu Bun (PF). B pesynsrare npy HU3KHX 3HadeHHSX s (s < 0,
0 < m < —s/6) cucrema (7) oka3bIBaeTCs KBaJApOCTAOHIBHON (CYLIECTBYIOT YETBIPE YCTONYHMBBIC
TOYKH).

[Ipu s > 0 Habiromaercs aHAJIOTMYHOE M3MEHEHHE MEXaHW3Ma POXKICHHS IMap CTalHOHAPHBIX
Touek E5 6 ¥ F7 g ¢ TEeM OTIIMYUEM, YTO OHH BCEIZa HEYCTOWYMBEI, KaK M TOYKH Fo U Fo, OT KOTOPBIX
OHHU «OTIICIUIIOTCS». B TaHHOM citydae HeOOMIbIIOe OTKIIOHEHHE [TapaMeTpa p OT 3Ha4eHus 1/2 mpu-
BOJIUT K TOMY, YTO napbl Fis ¢ U F7 g, Kak U B ciydae s < (), HOABIAIOTCA B Pe3ylbTaTe CeI0-y3I0BOM
OudypKamu, a He BUJI, H OKa3BIBAIOTCS PACIIONIOKEHHBIMI HECUMMETPUYIHO OTHOCHUTEIBHO TOUeK Fj
u F5 Ha cootBercTBytonieM (azoBom noprpere (puc. 6, b). [lo3ToMy B MOMEHT MOSIBICHHUS 3THX IT1ap
WX KOOPJHMHATHI BCETJa OKA3bIBAIOTCS BHE SAMHUYHOTO KBanmpara. O0macTh 3HaYCHUN TapaMeTpoB, CO-
OTBETCTBYIOIINX TAKOW KOH(PUTypallH CTallMOHAPHBIX COCTOSHUI Ha OM(YpKAIlMOHHBIX AHarpamMmax,
0603naunm uepes ' (puc. 5, b—d u puc. 7). Ilo Mepe pocra mapameTpa S CTAMOHAPHBIE 3HAYCHMS
KOHILIEHTPAIA ¢ U @2 pacTyT TakKuM 00pa3oM, 4To TOUYKH Fg u Fy7 cOMIKAIOTCS ¢ MOHOMOPG)HBIMHU
cocrosiHUusAMU Fg u Es, MpoXoJsT CKBO3b JPYT JPYra, UCIBITHIBAS TPAHCKPUTUYECCKYIO OU(ypKaIHio
(TC), 1 BHOBB ITONAIAIOT B SAMHUYHBINA KBaapat (obmacts I Ha puc. 5, b—d). B pe3ynbrare mapsl Todek
Es 6 u E7 g BHOBb JI€XaT 0 00€ CTOPOHBI OT Touek Ey u Ep, kak B ciydae p = 1/2.
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OmnucanHbIe 3aKOHOMEPHOCTH (POPMUPOBAHUS YCTOWYHMBBIX, & TakKe OH- U KBaJPOCTaOHIBHBIX
PEKUMOB IMHAMUKH Mozesu (7) MOXHO M300pa3uTh B BHJE ABYMEPHOH Ou(ypKalMOHHONW Juarpam-
MBI, IPUBEIEHHON Ha puc. 7, a. Ans obo3HaueHHs obJacTell mapaMeTpoB, JISKAIINX MEXIY PasHBIMU
On(ypKalMOHHBIMY JIMHUAMH Ha pHUC. 5—7, HCHONB3YIOTCSA KaK apaOCKue, Tak U pUMCKHe IU(PBI, KO-
TOpBIE, B OOIEM-TO, 0003HAYAIOT OTHO M TO ke — 3TO OONACTH C pa3HBIM YCTPOHCTBOM (ha30BOTO
MPOCTPAHCTBA U PEXKUMaMH JUHAMUKH. ApaOckue mu(pbl B TOYHOCTH COOTBETCTBYIOT MPEABIAYIIEMY
CIydaro mpu p = 1/2, a Takxke, B ONPEISICHHON Mepe, 00IacTsM MapaMeTpoB UCXOAHOM CHCTEMBI (4).
Pumckue mudpsl cCOOTBETCTBYIOT Oosiee «obmeMy» cirydaro 0 < p < 1.

Kak mokazaHo BbIIIE, IPU Pa3HBIX 3HAYCHHUAX p MOTUMOP(GHBIC COCTOSHUS paBHOBecHs L5—Fg
dbopmupyrorest no-pasaomy. Ha nuenu p = 1/2 OHH OTIIETUISFOTCS OT COOTBETCTBYIONIETO MOHOMOP(-
Horo (Fg n Eo ipu s > 0) unu nonmumopdHoro cocrosuus (K3 u Fy npu s < 0) U j1exar 10CTaTO9HO
CUMMETPHYHO oTHOcutTenbHo Ey, Eo, E3 wim Ey4. Oto mpoucxomuT B Toukax PFg (puc. 7, a). llpu
p # 1/2 monumopdHsie cocTosiHus paBHOBecHs! F5—Fg MOSBISAIOTCS B CTOPOHE OT 3THX TOYEK, KO-
ra mapameTphl IepecekaloT onHy U3 BeTBed OudypranuonHoit nmuanu SN. Kak BuaHo u3 puc. 7, a,

m=0.2 g IV ()
0.8F 11
Pl V IV
SN AN 2/ | ¢
PF, E;
0.2F N . (Eo)
I @
1 2
' - V(IT) p>12

BVA.Y

___________________________________ E, E.— E,

1 (Eo)
1 v p=1n
2 PFo
I’ - - . Es Eq
I i (EO)
11
PFo ] V(I) p<i2

SN \SN//

1 Es E, /JEs

I (£o)
1 2 b

Puc. 7. a — budypkanuonnas quarpamMma cucTeMsl (7) mMpy BapHaLUK IApaMeTPoB p, S U GUKCUPOBAHHBIX 3HAYCHUSX 1.
b — CxemaTrndeckoe ONUCaHHE MEXaHW3Ma POXICHHS MOJIUMOPQHBIX COCTOSHUN paBHOBecus Es n Eg mpu nepexone
napameTpoB u3 obnactu IV B V (u3 11 8 ')

Fig. 7. a — The bifurcation diagram of the system (7) with variations in the parameters p, s and fixed values of m.
b — Schematic of the birth of polymorphic equilibrium states Fs and Es during the transition of parameters from region
IV to V (from II to 1)
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9T BeTBH cxofstest B Touke PFy Ha mpsimoit p = 1/2. B cBoto ouepens mpu s > 0 B Touke PF(, momoi-
HUTEIBHO K JTUHUAM SN, CXOIATCS JTUHUH TpaHCKpuTHIeckor oudypkaruu TC. Ha puc. 7, b 10BOIBHO
CXEMaTUYHO C TIOMOIIBI0 OTHOMEPHOTO (Pa30BOro MOPTPETA MOKa3aH MEXaHU3M POXKICHUS paccMaTpu-
BAEMBIX I1ap NMOJIUMOP(HBIX COCTOsHUH Fs ¢ pu pasHeIX 3HadeHusAX p. Jlpyras mapa E7 g poxmaercs
AHAJIOTHYHO, HO C IMPOTUBOIONOKHON OT Touku Fy (E3) cropoHsl. BmecTe ¢ TeM HeycToWuYMBEHIE TO-
mumMopdubie Toukn F3 u E4 ipu s < 0 oTHIETIIAIOTCS 0T TOUkH Fo nipu nepecedeHun jguann PF. 3to
03Havaer, 4To B cucreMme (7) UMEIOT MecTo OudypKanuy BHI KOpa3MEpHOCTH 1 U 2 B 3aBUCUMOCTH OT
rmapamMeTpa s.

Takum 00pazoM, B paccMaTpHBaeMOW CHCTEME TeHeTHYeCKas JAMBEPreHIds BO3MOKHA, HO
TONBKO JUTSI TIOMYJISAIHNMA, KOTOPBIC, KaK MUHUMYM, COXPAHSIOT COOTHOIICHHWE CBOWX YHCICHHOCTEH
(p = N1/(N1 4+ N2) = const). D10 siBISIETCS TOBOJIBHO CHIIBHBIM MPEANOIOKEeHHEM. B 1r060M cityyae
[MOCTOSIHHOE OTHOIICHUE YMCIICHHOCTEH BO3MOXKHO B CIy4ae UX aOCONIOTHO CHMHXPOHHOTO POCTa MU
najzieHus. B peanbHOCTH CHHXpPOHM3AIUS JHHAMUKY CBS3aHHBIX DIIEMEHTOB, KaKk MPaBUiIo, HabIronaer-
Csl TIPH JIOCTATOYHO CHUJIBHON MUTPAIIMOHHOMN CBSA3M, TUOO €CIM HaYalbHbIE UX COCTOSIHUS JIOCTATOYHO
omm3kne. OmHAKO MPOBENEHHOE UCCIIEAOBAHNE ITOKa3bIBAET, YTO AUBEPTEHIINS HAOMIOMAeTCS JIUIIb MTPH
HEOOJIBIINX 3HAYCHHUAX KOA(PPUIMEHTAa MUTPAIUU (IOMHUMO YCIIOBHSI TIOHHXKECHHOM MPUCIIOCOOICHHO-
cTH Teperepo3urot, 0 ecth s < 0). IIpu —s/6 < m < —s/4 (obmacts 4 Ha puc. 4 wm IV Ha
puc. 7) oHa OKa3bIBAETCS ACUMIITOTUYECKU HEYCTOMUMBOI U MPOSIBIAETCS JUIIb KaK YaCTh IEPEXOTHOM
JTUHAMUKY JUIS CTICIMAIBHO MMOMOOpAaHHBIX HAYAIBHBIX YCIOBHNA. YCTONYHMBOW JWBEPTEHIINS OKa3bIBa-
eTCsl IIPU JOCTATOYHO MAJbIX 3HAYCHHSAX KOX(DHIMEHTa MHUTPAlMH, a UMEHHO mpu 0 < m < —s/6
(obmacte 5 Ha puc. 4 win V Ha puc. 7). B mocinenHeM ciydae cucTeMa TOIMYISIIAN OKa3bIBACTCS
KBaJ[pOCTaOMIBHOM, KOTJa OJHOBPEMEHHO BO3MO)KEH MOHOMOP(U3M WIH AUBEPTEHIMS B 3aBUCHMO-
CTH OT HauyaJbHOTO COOTHOIICHHS KOHIICHTPAIMI 3UTOT ¢ TeHOMOM A WM a Ha Pa3HBIX TEPPUTOPHSIX.
IIpu OAHUX COOTHONICHUSIX HAa 00EHX TEPPUTOPHIX YCTAHABIUBAETCS MOHOMOPGU3M Mo reHotuny A
nm a (puc. 8 B nentpe). [Ipu apyrux Ha CMEXHBIX TEPPUTOPUAX MPeoOIaNalOT pa3HbIEe ajenu —

b 0 q1 1

Puc. 8. Bacceitasl nputsxenus (cinesa) pemrenuit cucremsl (7) mpu s = —0.75, m = 0.05, p = 0.66041 (a)
u p = 0.33959 (b) (mocraTouno Omm3ko k rpanune SN). [IpuMepsl AMHAMUKH, TEMOHCTPUPYIOIIHE EpeXo]] K MOHOMOP-
¢u3My (mocepennHe) U AuBepreHimy (cnpasa). CTapToBbIe TOYKH BBIOPAaHBI JOCTAaTOYHO OJIU3KO K rpaHuIaM GacceiiHOB

Fig. 8. Basins of attraction (on the left) of system (7) at s = —0.75, m = 0.05, p = 0.66041 (a) and p = 0.33959 (b)
(close to the SN boundary). Examples of dynamics demonstrating the transition to monomorphism (in the middle) and
genetic divergence (on the right)
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Ha OlHOM Oouiblle TeHoTHIIa A, Ha APYToi MPaKTHYECKH Majio TeHOTHIIA ¢ (pHC. 8 crpaBa) Wi Ha00o-
pot. Pa3zmep oOnacTeil MpUTSHKEHUS] COCTOSHUI paBHOBECHS, COOTBETCTBYIOIINX TUBEPTCHIINH, TPAKTH-
YEeCKH HE 3aBHCUT OT COOTHOLICHUS YHCIEHHOCTEH p. MI3MeHeHre BeNUYHHBI p JHUIIb CABUTACT TPAHUIIBI
GacceifHOB MPUTSHKEHHS (Cenaparprc) cieayonmm oopasoM. Eciu p > 1/2 (nepBas momysinus 6oee
MHOTOYHCJICHHA), TO TPaHHIA CMEIIACTCSl B CTOPOHY MOHOMOpP(HU3Ma 1o reHoTuny A, To ecTh K TOYKe
E (puc. 8, a). Ecnu p < 1/2 (mepBast mOImyIisIiiusi MaJoO9IUCIICHHa), TO B CTOPOHY MOHOMOP()H3Ma M0
TeHOTHUITy a, TO eCTh K Touke Fj (puc. 8, b).

3akJoueHue

Wrak, B nanHO# paboTe MBI elle pa3 pacCMOTPENd MPOCTEHINE MOJEIH NEPBUYHON T'eHETH-
YECKOM TUBEPreHLUH U UCCIECAOBAIM UX C ITOMOIIBIO COBPEMEHHBIX METOAOB HEJIMHENHOIO aHaJIN3a U
KOMIIBIOTEPHOH BU3yaIU3all1 MTOJIyYEHHBIX PE3YJAbTaToB. bbUIM IOCTPOEHBI MapaMeTpUYECKUE OpTpe-
THI pacCMaTPUBAEMBIX CHUCTEM, (Da30BBIE MMOPTPETHI, COBMEIICHHEIE ¢ OacceiHaMU MPUTSHKCHUS YCTOM-
YUBBIX CTAIIMOHAPHBIX COCTOSTHHM, a TaKXe WHTEPECHBIE, C HAIleW TOYKHU 3peHUs, OnypKarnoHHbIE
JiyarpaMMbl M TpUMEPbl JIMHaMHUKU. Bce 3TO MO3BOJIMIIO CYIIECTBEHHO PACHIMPUTh MEPBOHAYAbHBIN
aHaJM3, MPOBEICHHBIA B paHHUX padoTax MO TeHETHYECKON JTUBEPIeHIINH, CIIEIaTh €ro MojHee W 3Ha-
YUTEIBLHO HAITIsIHEE.

UTto e KacaeTcsl Comep KaTeNbHBIX Pe3ylIbTaTOB, TO OCHOBHOM BBIBOJ CBSI3aH 3/1€Ch C HE0OXO-
JUMOCThIO OTPaHUYECHUS YUCICHHOCTH TOMYJISAINN: TOIBKO JIJISi CUCTEM MOIMYJISAIMI, YUCIEHHOCTH KO-
TOPBIX KaK-TO OTPAaHUYCHEI (HAIIPUMEpP, COOTHOIICHUS YHCIEHHOCTEH HE MEHSICTCS BO BPEMEHH), OKa-
3bIBACTCSl BO3MOXKHA T€HETHYEeCKasi JUBEPIrEeHIUSA. DTO MPUBOAUT K €CTECTBEHHOMY MPEIOI0KEHHUIO,
YTO B BOSHMKHOBEHHU T€HETHYECKOU TUBEPTEHITNU KPOME MOMYIAIIMOHHO-TEHETUIECKUX (haKTOPOB CY-
IIECTBEHHYIO POJIb UTPAET U IKOJIOTHUYECKOE JIMMUTUPOBAHUE POCTa YHUCIEHHOCTH. [IpsiMoe BBeneHue
SKOJIOTUYECKOTO JTUMHUTHPOBAHHS B MOMYIISIIIMOHHO-TCHETUYECKUE MOACTH JUBEPTEHITNH U TTOAPOOHBIH
COBPEMCHHBIN aHaJTN3 3TUX DKOJIOTO-TEHETHYCCKUX MOJCNCH CYIIAT 3aMaHYHUBBIE MEPCICKTUBBI OyIy-
IIUX HUCCJIEIOBAHUM.
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@Dpucman Eum Hrosnesuy — ponuics B Cranunabane (HpiHe Jyman6e, 1948). Oxonunn Hoso-
CHOMPCKHUiT TOCyaapcTBeHHBI yHIBEpcUTeT (1971). 3ammru AuccepTaniy Ha COMCKaHUE yde-
HOH CTENeH! KaHIuaaTa OMOIOTrHYecKUuX HayK 110 CIEeHANIbHOCTH «reHeTuka» (1982) u noxropa
OMOJOTHYECKNX HayK MO CrenuaibHOCTH «Onodusuka» (1989). B 2011 roxy usdpan wieHOM-
KOppectoHeHToM Poccuiickoi akaJeMuH HayK IO CHEIUaIbHOCTH «o0Omas ouornorus». Ilocie
OKOHYaHHUs yHHBepcuTeTa padoran B VHCTHTyTe aBTOMAaTHKU M IpolieccoB ympasieHus JBO
PAH: 3aHrMaN JOKHOCTH OT CTayKepa-HUcCieoBarelis A0 3aBeayroiero Jaboparopueit. C 2002
o 2018 — nupexTop MHCTUTYTa KOMIIIEKCHOTO aHalIM3a perHoHaibHbIX mpobiem [IBO PAH.
Heine — Hay4HBI pyKOBOAMTENH 3TOTO MHCTUTYTa. ABTOp Oonee 200 myOmukammii mo odmmm
BOIIPOCAM MaTeMaTHIECKOTO MOAEIMPOBAHMUS U MO KOHKPETHBIM MOJEISM KOJIOTHYECKHX U TO-
MYJSIMAOHHBIX cHCTeM. HaydHble MHTEpechl CBS3aHBI ¢ MOIEIHPOBAHHEM AWHAMHKHU IIOIYIIS-
IIHOHHBIX ¥ JKOJOTMYECKHX CHCTEM, MaTeMaTHYCCKOH IOMYIIINOHHON TeHEeTHKOH M 3ajadaMu
ONTHMAJIBHOTO YIIPABIICHHSI.
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