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BucTaOuibHOCTE 0OHAPYKHUBACTCSI BO MHOXKECTBE MPHUKIAIHBIX M TCOPETHUCCKUX HCCICIOBaHUN OHOIIO-
THYCCKUX CHCTeM (MOMyNsnuii, coodiecTB). B mpocreiimem ciydyae OMCTaOMIBHOCTD MPOSIBISICTCS B COCYIIIE-
CTBOBAHHHU JIBYX AJbTEPHATUBHBIX YCTOWYMBBIX COCTOSIHUI PABHOBECHS CHCTEMBI, BEIOOP MEX/Ty KOTOPHIMHU 3a-
BUCHT OT HayaJbHbBIX ycloBUil. Hannune OMCTaOHIBHOCTH B MPOCTBIX MOJIEIISIX MOXKET MPUBECTH K MOSIBICHUIO
KB/IPOCTAOMIBHOCTH TIPH yCIOKHEHHH MOJIENIEH, HAITpUMEp TIPH ydeTe TeHETHIeCKOH, BO3PACTHON U MPOCTPaH-
CTBCHHOW CTPYKTYphL. DTO OOHApPYKUBACTCSA B Pa3HBIX MOJICISIX M BEChbMa Pa3HBIX COACPIKATEIBHBIX 3a/auax
U, KaK MPaBWUJIO, MPUBOIUT K BECbMa MHTCPCCHBIM, YacTO KOHTPUHTYHTHUBHBIM BbIBOaM. O030py TaKuX CUTya-
U TOCBAIICHA MaHHAs pabota. B Hell paccMoTpeHbl OudypKalyu, NPUBOIAIINE K OU- U KBAJIPOCTAOUIBHOCTU
B MaTeMaTHYECKUX MOJIENSX CICAYIOIUX OHONIOrMYeCKUX OOBEKTOB: CHCTEMA JIBYX MHIPAIIMOHHO CBS3aHHBIX
MOMYISIINEN, HAXOJSIIIMXCS MO/ JCHCTBHEM €CTECTBEHHOIO 0TOOpa, BCE TCHETHYECKOE PasHOOOpasne KOTOPBIX
MPE/ICTABJICHO CAWHCTBEHHBIM JUAJIICIBHBIM JIOKYCOM C CYIICCTBEHHOMN pa3HUIICH B MPHUCIOCOOICHHOCTAX LIS
TOMO- M TE€TEPO3UTOT; CHCTEMa IBYX MHUIPALUOHHO CBS3aHHBIX JIMMUTHPOBAHHBIX MOIMYJISAIUMN, OMHCHIBACMBIX
Mojenbio ba3piknHa WM Mozebio Pukepa; momysisiiust ¢ AByMsI CTaUsIMUA Pa3BUTHSI U IIOTHOCTHO-3aBHCUMOMN
peryisiiuei pox/aIaeMoCTH, KOTOpas JIM0O OMpeIeNsieTcsl TOJIBKO IIOTHOCTBIO, JIUOO JOMOIHUTENBHO 3aBUCHT OT
TeHETUYECKO CTPYKTYPbl CMEXKHBIX TMOKOJeHHH. OOHAPYKEHO, YTO BCE MEPEUHUCIICHHBIE MOJCIH MMEIOT CXO-
JKHE CHCHAPUH POXKJICHUSI COCTOSHII PaBHOBECHH, KOTOPBIE COOTBETCTBYIOT (POPMUPOBAHHIO MTPOCTPAHCTBEHHO-
BPEMEHHOW HEOJHOPOMHOCTH JINO0 Tu(QepeHmanmu 0codei pa3HbIX MOKOJICHUN MO MpU3HAKaM (ICPBUYHOM
TCHETHUYCCKON auBepreHuuu). [Toka3aHo, 4TO Takas HECOAHOPOTHOCTH SIBISICTCS CJICICTBUEM JIOKAJILHOW OHCTa-
OWJIPHOCTH W TOSBISICTCS B pe3yibTare KOMOWHAIWK OMQypKanuu BUI (YOBOSHHS TEPHONA) M CEII0-Y3JI0BOH
oudypxarmm.
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Bistability is a fundamental property of nonlinear systems and is found in many applied and theoretical
studies of biological systems (populations and communities). In the simplest case it is expressed in the
coexistence of diametrically opposed alternative stable equilibrium states of the system, and which of them will
be achieved depends on the initial conditions. Bistability in simple models can lead to quad-stability as models
become more complex, for example, when adding genetic, age and spatial structure. This occurs in different
models from completely different subject area and leads to very interesting, often counterintuitive conclusions.
In this article, we review such situations. The paper deals with bifurcations leading to bi- and quad-stability in
mathematical models of the following biological objects. The first one is the system of two populations coupled
by migration and under the action of natural selection, in which all genetic diversity is associated with a single
diallelic locus with a significant difference in fitness for homo- and heterozygotes. The second is the system of
two limited populations described by the Bazykin model or the Ricker model and coupled by migration. The third
is a population with two age stages and density-dependent regulation of birth rate which is determined either
only by population density, or additionally depends on the genetic structure of adjacent generations. We found
that all these models have similar scenarios for the birth of equilibrium states that correspond to the formation
of spatiotemporal inhomogeneity or to the differentiation by phenotypes of individuals from different age stages.
Such inhomogeneity is a consequence of local bistability and appears as a result of a combination of pitchfork
bifurcation (period doubling) and saddle-node bifurcation.
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bifurcations
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BBenenue

CymiecTByeT 3HAUNTENBHBIN MJIACT MHTEPECHBIX TUHAMUYCCKUX MaTeMaTHIECKUX MOJAEIEH, pac-
CMaTpPUBAEMBIX B TEOPETUYECKOW TOMYIISIIMOHHOW OMOIOTHH, ISl KOTOPBIX OKa3bIBaeTCs XapaKTEPHO
MpOsIBIIEHHE OMCTAOMIBHOCTH: CYIIECTBOBAHHE JIByX aJIbTEPHATHBHBIX YCTOWYHMBBIX TpEICIbHBIX pe-
’)KUMOB (B YaCTHOCTH, PAaBHOBECHBIX COCTOSIHUM), BBIOOP MEXAY KOTOPBIMH OMPEICNSCTCS 3HAYCHH-
eM HavJaJbHBIX yciioBuil [@pucman, 1986; Altrock et al., 2010; Yeaman, Otto, 2011; Biirger, 2014;
Laruson, Reed, 2016; Sadhu, Thakur, 2017; Banerjee, Mukherjee, Volpert, 2018; Goldbeter, 2018; Lin
et al., 2021; ®pucman, Kymakos, 2021]. Eciau mpu 3ToM OHoJIOTHYecKass CHCTeMa CTPYKTYpHPOBaHa,
HampuMep, MPeACTaBlIeHA ABYMS MUTPALMOHHO CBA3aHHBIMU CyOMOMYISLUSIMH, TO OUCTAOMIBHOCTH
yKa3bIBae€T Ha BO3MOXKHOCTH BBIPOXKACHHUS OJHON M3 HUX JMOO Ha MX COBMECTHOE COCYIIECTBOBAHHE
MIpHU Pa3HBIX HAYaJbHBIX YCIOBUSX. [IpOMEKYyTOUHBIC COCTOSHUS, MPU KOTOPHIX HA Pa3HBIX TEPPUTO-
PHSIX OTMEYAIOTCS CYIIECTBEHHBIC Pa3NIU4Msl, HE CBSI3aHHBIC C BBIPOKIICHHEM OIHOW M3 CyONOMyIsInit
(mMBepreHnys), MOSBISIIOTCS TPU TOSBICHUH HECKOIBKUX JOMOJHUTEIBHBIX COCTOSHUN paBHOBECHS,
MUHHUMYM JIBa U3 KOTOPBIX YCTOHYMBEL. B 3TOM cirydae Omosiorudeckas cucteMa OT OMCTaOMIIBLHOH ITe-
pexXomuT K KBajpocTabmibHON. [losBnenue nByx win 0ojee albTepHATUBHBIX YCTOWYMBBIX COCTOSHUMN
BO MHOXKECTBE CIIy9aeB HJAET IO CXOKHUM CIICHAPHUSAM, CBS3aHHBIM CO CBOMCTBAMHU PAacCMaTPHBACMOTO
OHMOIIOTHYeCcKOor0 00bEKTa, KOTOPBIN CIIEAYyEeT PaccMaTpPUBATh KaK HEJIHMHEHHYI0 JHHAMUYECKYIO CHCTe-
My. DTOT ClieHapHii 0OHAPYKUBACTCSI B PA3HBIX MOJIEISIX U BEChbMa Pa3HBIX COMEPKATENBHBIX 3a/1adax
M, KaK MpaBWIIO, MTPUBOJUT K BECbMa MHTEPECHBIM, YacTO KOHTPUHTYWTHUBHBIM BbIBOzaM |ba3bikuH,
1972; basbikun, 1973; Altrock et al., 2010; Bertram, Masel, 2019; Heseposa, XKnanosa, ®@pucman,
2020; dpucman, Kymaxos, 2021].

B Hactosmielt pabore mpoBeeH 0030p XOpOIIO HM3BECTHHIX HENMHEHHBIX IMHAMHUYECKHX Ma-
TEMaTHYEeCKUX MOJEJCH CO CXOKHUM CIEHAPHEM IMOSBICHHS OW- W KBaIPOCTAOMIBHOCTH COCTOSHUUN
paBHOBecHs. HecMOTpst Ha TO YTO 3TOT CIIEHAPHUI HAMIPSIMYIO CBSI3aH C XapaKTEPHBIM BHJIOM HCIIOJIb3Y-
eMBIX MojieNiell (MaTpuyHble MOJICIH C KBAaJ[PATHUHOW MM KyOMYECKOW 3aBUCHMOCTHIO KOA(PQHIIUCH-
TOB TIepexoa OT YUCIEHHOCTEH), MOYKHO YTBEp)KIIaTh, YTO ATOT CIIEHAPUH JIOCTATOYHO YHUBEpCAJICH.
OH 103BOIIsIET OOBSICHUTH MEXaHU3MBI, PUBOJSIINE K IPOCTPAHCTBEHHO-BPEMEHHOW HEOTHOPOTHOCTH
B I€HETUYECKH CTPYKTYPHUPOBAHHBIX MOMYJSAIUAX (MEpBUYHAS TeHeThdecKas AuBepreHnus). Hexoro-
pBIe M3 MIPHUBEICHHBIX PE3yIBTaTOB XOPOIIo U3BeCTHHI (§§ 1-3 m 5), HO 31MeCch OHU MPENCTABICHBI C HC-
MOJIE30BAHUEM COBPEMEHHBIX METOMNOB aHAIM3a MTUHAMUYCCKUX CHUCTEM M BHU3yalW3allid IOBEICHUS
PEKUMOB IMHAMUKHU. YacTb pe3ynbTaTroB MpeicTaBieHa BrepBbie (§ 4).

1. IlonunkeHHAs1 MPUCTTIOCOOJTEHHOCTH TeTEPO3UTOT

1.1. Mukporeonrwyusa. /lunamuka wacmom annenei

Jy1st MOHMMAaHWsI OCHOBHBIX 3aKOHOMEPHOCTEH MHUKPOIBOIIONNUH TOMYISIIUN TUTUIOUIHBIX Opra-
HU3MOB TIOJl JISMCTBUEM E€CTECTBEHHOTO OTOOpa pPacCMOTPUM IPOCTYIO MOJIEIBHYIO CHTYallHio, KOTa
BCE QJANTUBHOE pa3HOOOpa3ue B MOMYJSIIUU OMPEISISICTCS OMHUM JUAIIICIBHBIM JIOKYCOM C aJuiesio-
Mopdamu A u a. [Ipuyem (eHOTHIT 0COOH KECTKO OTPENeNsIeTcs] €€ TEHOTUIIOM; ITOMYIISIUS TaHMHUK-
TUYHA, U B HEW JEHCTBYIOT MEHJEJIEBCKHUE MpaBUiIa HacleAOBaHUSA. B 3ToM ciydae nelCTBUE ecTe-
CTBEHHOTO OTOOpa MOXKHO OITMCATh KOJUYECTBEHHO, ITOCTABHB B COOTBETCTBHE KAXKIAOMY M3 T'€HOTH-
MUYECKHUX KJIacCOB ocobeit AA, Aa u aa no ogHoMy Kod(duimenTy. /s pasHbIX Mojenei JeicTBre
oTOOpa XapaKkTePU3YIOT JUO0 BEIMYUHAMH W, ,, W, W W,,, Ha3bIBAEMbIMH MPHCIIOCOOIEHHOCTAMH
(fitness) 0coO€el COOTBETCTBYIOMIETO I'€HOTHIA, JIMOO BETHYMHAMM Sy, = W, — 1, 5, = w, —1
u s, = w,,— 1, Ha3piBaeMbIMH KoddduruenTamu otdopa. s MOmynsnuy HENpepbIBHO M PABHO-
MEPHO Pa3MHOKAIOMIUXCS OPTraHU3MOB MPUCIOCOOIEHHOCTh 0co0ei ij TeHoThma (wl.j) paBHa cymmMme
CpPEIHETO YHCIAa BBIKHUBIINX MMOTOMKOB, MPOU3BEACHHBIX OIHOM OCOOBIO NAaHHOTO T€HOTHUITUYECKOTO
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KJIacca B CIMHUILY BPEMEHH, H JIOJIM 0COOSH 3TOro reHOTHIIa, BEDKHUBIIKX 32 TO ke BpeMs. CaelaHHbIX
MPEMOJIOKEHUN JIOCTATOUHO, YTOOBI TOJIYUUTh Cligaytoliee nuddepeHinaibHOe YpaBHEHUE, OMUCHI-
Barolllee JTUHAMUKY YacToThl amiens A [Wright, 1931; Csupexes, Ilacekos, 1982; ®pucman, 1986;
Nagylaki, Lou, 2008; Biirger, 2014]:

Z—i] =q(1 —q)(S4, = Saq + (Sp4 + Sua — 254,)9)- (1)
PaccMmoTpuM xapakTep U3MEHEHHUS 9acTOTHI ajlielisi A, OmuchIBaeMoro ypaBHeHHeM (1). 3nech BOZMOK-
HO TpH CIIydas.

1. ITpomMexyTO4YHast NPUCTIOCOOIEHHOCTD TETEPO3UTOT: @) S, , > 8, > 545 0) §,, < 5, <
< 8,4 Ilpy Takux cooTHOIIEHUAX Kod3(duimenToB oréopa ypaBHeHHe (1) nMeeT aBa CTallMOHAPHBIX
pemrenns g = 0 u g = 1. B ciayuae a) paBHOBecue g = () HEYCTOWUYMBO, a paBHOBECHE ¢ = 1 YCTOWYHBO,
gacToTa ayvienss A MOHOTOHHO pacTeT U3 Jroboro HadampHOro cocrostaus 0 > ¢(0) > 1, crpemsch
K paBHOBECHIO ¢ = 1, TO ecTh ayutenb A GUKCUPYETCsI, a ajuIeb a BeITecHsAeTcs (puc. 1, a). B ciydae 0)
paBHOBecue g = () ycTOWYNBO, a paBHOBECHE ¢ = | HEYCTOMYMBO, YacTOTa ajulensd A MOHOTOHHO ITaJaeT
u3 moboro HavaneHOro cocrosiaus 0 > ¢(0) > 1, crpemsich Kk paBHoBecuio ¢ = 0, To ecTh ayiens A
BBITCCHSCTCS, a aJuleb a pukcupyercs (puc. 1, b).

1q SAA == 079, SAG. = 0,6, Saa = 074 (a) SAA = 0,4’ SAG. — 0’6’ sa,a, — 079 (b)
0,51 SAA ~ SAq ~ Saa
0 : " ; , ,
1‘] Sp4=04,5,4,=09,5,,=006 (©)
075" q* Aa > 544> SAa > Saa | SAa < SAA5 SAq < Saa
0 / + i + ; ' , .
0 10 20 30 40 50 0 10 20 30 40 50
t t

Puc. 1. Tpu tuna pemennst ypaBHenus (1) npu pasHbIX COOTHOLICHHSIX MPUCIIOCOOIEHHOCTEH roMo- M TeTepo-
3UTOT

2. [NoBbIIeHHAs IPUCTIOCOONEHHOCTD TETEPO3UTOT: S, > S, 4 M S, v> s%a. B aTom citydae ypas-
—Ae—— papHoBecus g = 0
o « o Aa “AA “aa

U g = 1 HeyCcTONYMBHI, a paBHOBECHE ¢ = ¢* yCTOMYMBO, 4acTOTa aielss A MOHOTOHHO pacTeT W3
moboro HawanmpHOTO coctosiHus 0 > ¢(0) > ¢* ¥ MOHOTOHHO TajaeT W3 JFOOOT0 Ha4YaIbHOTO COCTO-
saust g* > ¢g(0) > 1, cTtpeMsack k paBHOBecwio ¢ = ¢ (puc. 1, ¢). B monmymsimum ycTaHaBIMBaeTCs

YCTOWYMBBIN MTOTMMOPPH3M — COCYLIECTBOBAHHE BCEX TPEX TEHOTHIIOB.

nenue (1) umeer Tpu cranuoHapHbix pemenns: ¢ =0, g =1nqg=q" = 5

3. llonnKeHHass MPUCTIOCOOTEHHOCTD TETEPO3UTOT: §, < S,, U 5, < 5,,. B 3TOM Cciyqae ypas-
Saq"Saa
254,544 —Saa
paBHOBecHe ¢ = ¢* HEyCTOWuYMBO, a JBa paBHoBecus ¢ = O u ¢ = 1 ycroiuuBsl. YacTtoTa aymrens A
MOHOTOHHO TajiaeT u3 Joboro HavanpHOro coctosinus 0 > ¢(0) > ¢, crpemscek k paBHOBecuio g = 0,
¥ MOHOTOHHO pacTeT U3 JI000ro HadarkHOTO cocTostHuA ¢* > ¢(0) > 1, cTpeMschk K Apyromy paBHOBe-
cuto ¢ = 1 (puc. 1, d). ImeHHO B 3TOM ciy4ae MOSBISIETCS OUCTAOMIBHOCTD: TIPY OIHUX HadaJlbHBIX

yenoBusx (0 > ¢(0) > ¢*) B HONyNSIMK BBITECHSIETCS aJjielb A U yCTaHABIMBACTCS MOHOMOP(GU3M U3

HeHue (1) omsATh MMeeT TpU CTAlMOHApHBIX pemieHns ¢ = 0, g = 1 u g = ¢° = , OJJHAKO

KOMIIBIOTEPHBIE UCCIIEJOBAHUS U MOJAEJIUPOBAHUE
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0co0ei ¢ TEHOTHIIOM dd, a TIPU JAPYTHUX HadadbHBIX YCIOBUAX (¢* > g(0) > 1) B HOIYJISAIIUN BBITECHS-
eTCsl aJyIeNlb d U yCTaHABINMBAeTCsI MOHOMOP(HU3M U3 0cobell ¢ reHOTUIIoM AA.

PaccmoTpuM Temnepb 1Be OMHAKOBBIE TTAHMUKTUYHBIE MEH/IEIICEBCKIE OJJHOJIOKYCHBIC JINAJIeIh-
HBIC MOMYJISIIIMY, 3aHUMAIOIIUE JIBA CMEIKHBIX JIOKAJIbHBIX YYaCTKa (TEPPUTOPUH) OITHOPOIHOTO apealia.
[Ipenmonoxkum, 4T0 0cOOM KakJOW W3 JIOKAIBHBIX IOMYISIUI, UMEIONUe OAMHAKOBBI T'€HOTHUII, HE
OTJIIMYAIOTCS IO MPHUCIIOCOOICHHOCTSIM, HO YaCTOTHI ajUIeel B MOMYSIUAX HW3HAYAIBHO MOTYT pas-
mmuarbes. [Ipeamonoxkum manee, 4To 3TH MOMYJSIAA OOMEHHBAIOTCS MUTPAHTAMU U MHTEHCHBHOCTH
MUTPAIIMOHHBIX TTOTOKOB MPOTIOPIIUOHATBHBI YUCIICHHOCTH TOH MOIMYJISIIIUY, OTKY/IA 3TH MUTPAHTHI IIPO-
uctekartT. O603HaYnM K03(D(PUITUEHT MUTPAIIUH (JI0JM MUTPAHTOB B €IWHUILY BpeMeHH) depe3 m > 0.

Bynem omuchIBaTh IBOJIONUIO TAKOW CHCTEMBI CBS3aHHBIX MOMYISAIHNNA C TIOMOIIBIO CIETYIOIINX
JIMHAMHYECKHX MEPEMEHHBIX: ¢ U ¢, — KOHIEHTPALMH (4aCTOThI) OIHOTO W3 AIUIENEH (U1 OnpeIeseH-
HOCTH auiens A) B IIEpBO U BTOpoi nomymsiu cootBercTBeHHO (0 < ¢, < 1, 0 < g, < 1), a Takxke

Beca OJHOM M3 MOMyJsAnui (HarmpuMmep, IepBoi) p =
O<p<).

CdopMynMpoBaHHBIX MPEAIOIOKEHUH U JOMYIIIEHNH BIOJIHE JOCTAaTOYHO, YTOOBI TOIYYUTH Clie-
IOyIOIIyto cucteMy IudQepeHIHaIbHbIX YPAaBHEHUH, ONMCHIBAIOIINX MPOLECC IBONIOLUH JIBYX IIOITY-
JSIIKH, OOUTAIOIIMX HA OJHOPOIHOM IO OTOOpPY apeajie U CBSI3aHHBIX MHUIPAIUsIMU:

Nl N N )
W, rae 1 u 0 YHCJICHHOCTU MOITYJISIIUA

dql l—p

ar 911 =q))(Spq = Saag + (Saa + Saa = 254)9,) + mT(qz —q)

dg p

d_t2 = qy(1 = q2)(Spq = Saa + (Sqp + Saa = 2544)9) + mm(ql — ), @)
d _ _

L = p1 = p)E, =5 +m(1 - 2p),

e s, = sAAq% +25,,9,(1—q,) + 5,1 - ql)2 us, = sAAqg +25,,9,(1 = q,) + 5,,(1 = q2)2 — cpelHue
3HadeHus kod3(dduiienTa oTdopa B MEPBOil U BTOPOU MOITYIISIIIANA COOTBETCTBEHHO. bojee moapoOHbIit
Ipoliecc BbIBOJA ypaBHEHMH (2) MOXKHO HaiiTu B MoHorpaduu [Dpucman, 1986].

Bynem paccMaTpuBaTh CUTYaIUIo, KOTIa MPHCIOCOOICHHOCTh TeTEPO3UTOTHI JICKHUT BHE TUAIA30-
Ha MPUCIIOCOOIEHHOCTEN TOMO3UTOT. OTPaHUYMMCS PACCMOTPEHHEM «CUMMETPHYHOIO» CIIydas W, , =
= Wy, U TIONOKUM §, , = 5,, =0, 5, =s.

[ToncTarmsist 5Th 3HaYeHHS K0d(D(QHUIIMEHTOB 0TOOpa B cucTeMy (2), Toirydaem

dq, l-p

o =S =) =24) +m— =, ~qy).

dq, 14

= = sqr(1 = qy)(1 = 2q,) + mr—, p(‘h ~q))s )
d

d_’t’ = 2sp(1 = p)gq, — g,)(1 — g, — g,) + m(1 = 2p).

Cucrema (3) UMEET CIEAYIONNE CTAIIMOHAPHEBIC COCTOSHUS:

1) E, (O, 0, %) — 00e TOMyIANNN MPEACTaBICHBI TOJIBKO OCOOSIMH C TEHOTHIIOM dd (OTCYTCTBYET
reHoTun AA uinu Aa) (MoHOMOp(hHAS OSSN );

2) E, (%, %, %) — o0e MOy BKIIOYAIOT 0CO0ei BCEeX TPEX TeHOTHIIOB NPH OIUHAKOBOH
KOHIIEHTPAIIMK KaX0r0 U3 JBYX ajuienieit (rmonmuMopdHas momyJIsiius);

3) E, (1, 1, %) — 00€ MOMYJISIIIK COCTOAT TOJIBKO M3 0co0elt ¢ reHoTunoM AA (MoHOMOp(dHAS

TIOTTYJISIIIHS);

L Ns’+dms 1 T Vs2+4ms 1
2= 2s 72 2s 22

6o npu s > 0 u s +4m > 0. OgHAKO UL B YaCTH JBYX 3THX JMANa30HOB TOUKHU PaBHOBECHUS OyIyT

4-5) napa Touek E, , ( ), KOTOpasi cymecTByeT mpu s < 0 u s+4m < 0
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UMETh OMOJIOTHYECKH 3HAaYMMbIe KOOPIMHATHI (JISKaTh B €AMHUYHOM KyOe). Tak, B mepBoM cirydae Ia-
pa E; , NeKUT B eIMHIYHOM KyOe, Tobko ecimu m > 0, a Bo Bropom — eciut m < 0. COOTBETCTBEHHO,
HECIIOKHO TI0Ka3aTh, YTO Ha JIMHUHM /M = —7 POXKIAETCs (WIM MCYE3AET) Mapa TOUeK E, , Bcrencreue
Ou¢ypkamun Tpesyoua wim Bui (pitchfork bifurcation). B atom ciyuae Touka E; «pacuiennsercsy» Ha
JIBE JIOTIONHUTENbHbIE TOUKH — E; 1 E,. Kaxknas u3 9Toii napbl TOYEK COOTBETCTBYET JMBEPTEHTHOMY
COCTOSIHUIO CHUCTEMBI MOMYJIALUI: B OAHOW M3 NONUMOP(HBIX MOMYISIHHA MpeodiiaiacT ONUH U3 al-
neneil (HampuMmep, JTOCTaTOYHO BBICOKAs KOHIIEHTpAIMs ajutelns A W HU3Kas — ajuielisi d), B TO BpeMs
KaK BO BTOPOM MOMYJIALUH MpeodiaiaeT qpyroi ajiensb (BbICOKas KOHIEHTPALMS ajlielisl a U HU3Kast —
amrernst A).

Hamo 3ameTuTh, 4T0 OOJBIIMHCTBOM HCCIIEAOBATENCH ISl OMMCAHHS TUHAMUKH YacTOT ajieen
YHUCIIEHHOCTh KaK IepeMeHHasi He UCTIONB3YeTCsl MITH MCIIONB3yeTCsl HedacTo. TpaluIMOHHO MOJaraor,
4TO 0COOel JOCTaTOYHO MHOTO, OTOOp CYIIECTBEHHO HE MEHseT OOIIyI0 YHCICHHOCTh U M3MEHSEeT-
Csl JIMIIb COOTHOIIEHUE T€HOTHIIOB (BEJMYUHBI ¢, U ¢,). Hampumep, B cratbax [Altrock et al., 2010;
Yeaman, Otto, 2011] paccmarprBaeTcst cxokasl 3aj1a4a, I7ie YUCIEHHOCTh pacCMaTpUBAEeTCs Kak Iapa-
MeTp, BapHaIys KOTOPOrO MEHSET 00JacTh MOHOMOP(hHU3MA U MOTUMOP(H3Ma B CMEKHBIX MTOITYIISAIIHSIX.

1.2. Yacmmuuwrit cnyyaii cucmemut (3) npu p = %

HecnoxxHO 3aMeTnTh, 4TO B HEBBIPOXKAECHHOM citydae (m # () 00oe U3 CTalMOHAPHBIX COCTO-
sHUA E,—E, XapakTepu3yercsi 3HaYCHHEM Beca p = %, TO €CTh 00€ MOMYJSAIUN B aCUMIITOTHYECKOM
Cllydae OKa3bIBAIOTCS PaBHBIMHU I10 YHCIEHHOCTSM, HE3aBHCHMO OT TOIO, KakHe 4acTOThl ajuleneid A
U a COOTBETCTBYIOT 3TOMY COCTOSHHUIO. B CHIly 3TOr0 MHTEpecHO NMpoaHaIM3MpOBaTh, Kak OyneT Me-
HATBHCSI KOHLIEHTPALUsl ajuleliell B MOMYJSIHUAX C MOCTOSHHBIMH YHCIEHHOCTSAMHU WIN C ITOCTOSTHHBIMU
COOTHOILIEHUSIMU YHUCIEHHOCTEH, TO €CTh IpH p = const. JUIg Hayajya pacCMOTPUM IPOCTEHIIYO CU-

1

Tyaluio: p = 5 — YMCIEHHOCTH JBYX IONYJSALMA paBHbl Ha 00oux Teppuropusx. B srtom cmywae

cuctema (4) uMmeer BUA

dq,

o =s5q,(1 —q)(1 -2q,) +m(q, — q,),

i )
—7 = 5q,(1 = ;)1 = 2q,) + m(q) = ).

AHAJIOTHYHYIO CHCTEMY yYpaBHEHHU (C TOYHOCTBIO IO OOO3HAYCHHH) MPEUIOKHUI M ITOIPOOHO
uccienosan A. /l. bazeikun [baseikun, 1972; bassikun, 1973] npu ananuse yciaoBHil BO3HUKHOBEHUS
U COXPaHCHHS MEPBUYHON TeHETUYCCKON JTUBEPTCHITNN.

ITonoxxeHnus: paBHOBECHsI CHCTEMEBI (4) YIOBICTBOPSIOT CICAYIONIMM alreOpandyecKuM ypaBHE-
HUSIM:

s
91 =49, — _512(1 - Q2)(1 - 2Q2),
n 5
s (%)
9> =4, — ;511(1 - q1)(1 - 2q1)-

B nwxneld wactu puc. 2 npusenensl rpapukn pynkumi q,(q,) U g,(q,), COOTBETCTBYIOMIHNE
cucreme (5) IpHu MaJbIX 3HaYEHMSIX napamerpa m. Kaxnoe paBHOBecue (CTalmoHapHasi TOUKA) CUCTE-
MBI (4) COOTBETCTBYET OJHOM M3 TOUEK MEPECCUCHUH ITUX IPaHKOB.

Cucrema (4) umeer TOT jKe HAOOP OCOOBIX TOYEK, UTO U (3): E—E,. OnHako K HUM 100aBisercs

elie 4eThIpe TOUKU: E—Eg, KOTOPBIC HaXOAITCs KaK KOPHH ITOIHHOMA 8s2q‘11 - 1652q? +25(5s5— 2m)q% +

+25(2m — 5)q, + m(2m — 1), a 3Ha4eHus g, HaxomaArcs 1o Qopmyne g, = qlw. OO6mmit
BUJI OTUX OCOOBIX TOYEK JOCTATOYHO TPOMO3JOK, MOITOMY He OyneM MpUBOAUTH WX 3aech. OIHaKo
HECJIOKHO IOKAa3aTh, YTO 3TOT IIOJMHOM MMEET CTPOTrO YeThIpe ACHCTBUTEIBbHBIX KOpPHA IpH s < O,
ecm 5 < m < —% (obmacte 5 u 5’ Ha puc. 2), a npu s > 0 — eciu —z < m < 5 (obmactu 1
u 1’). Ha rpanuuax 5Toro uHTepBana, TO €CTh IIPU M = +5 WK +7, MOJMHOM MMEET TONIBKO JBA
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m=0,25,s = 0,25 m=0,1,s=0,35

—
N|»

(@)
O

-2 () o’\%@ 2
© @ B Bt e T R
m=0,255=-025 m=0165=—-08 m=0,1,s=-0602

S0 @11 15
m=20,1,s=-0,9

q2 p)
1 1 E, E, 7, 1
~ L
Es/ <
0,5 3 B
E 1 Es

0 Q@ 0 a0 r Esa 0

Eq'0 0,5 1 E0 0,5 1 Ed0 0,5 1 E0 0,5 1

Puc. 2. [Tapamerpudeckuii moptpeT cuctemsl (4), pa3oBblie MOPTPETHI, COBMENICHHBIE ¢ OacCeHHAMU MPUTIKCHUS
YCTOIYUBBIX CTAIIMOHAPHBIX COCTOSHUM, a TAKXKE HYIBKIMHBI CHCTEMEI (4), IEMOHCTPUPYIOIIHe 00pa30BaHHE TO-
uek E,—E,. Cepas obnacts (inf) Ha Gacceiinax noj Homepamu 1 u 2 COOTBETCTBYET HEOrPAHMYEHHBIM MOJIEIb-
HBIM TPacKTOPUsM. B ocTaJbHBIX cliydasx Oejble H cepble 00JacTH — 0acCeHHBI COCYIIECTBYIOIIUX YCTOWYMBBIX
COCTOSIHUI1 paBHOBECHS

KOPHSI BTOPOH KPaTHOCTH, COBNAJARONMX JuO0 ¢ Toukamu Ej u E, mpu s > 0, qubo ¢ E, u E,
npu s < 0. COOTBETCTBEHHO, B 3THX AMANa30HAX [1aPaMETPOB TOYKHM E—FE CYLIECTBYIOT,  MOSABIAIOTCS
OHH B pe3ynbTare Oudypkaiun Bui u3 mapsl £, wi E; .

OOGnacTn CyImecTBOBaHUS M yCTOWYMBOCTH OCOOBIX TOYEK E—F, COBNANAIOT C aHAIOIUYHBIMU
obnactsamu cuctemsl (3), a st To4eK E —~Eg OHM OKa3bIBAIOTCS «BIOXKEHBI B HUX. B JI€BOM BepxHeM
YOIy pHc. 2 B IUIOCKOCTH IIapaMeTpoB IOKa3aHbl 3TH o0nacTH. PaccMorpum ux nompoOHee.

B o6Gmactn mox HomepoMm 1 cymiectyer aesth Todek: Ej-Eg; B obnactu 2 — mste: E-Es.
VeToiunBoii sBisteTcst mommmopproe coctosuue E,|. NHTEPECHO, 4TO MPH MOJOKHUTENBHBIX 3HATEHUAX
napaMeTrpa m HEKOTOpble 0COOBIC TOUKH PACIOIOKEHBI 3a MPEIEIOM IEPBOrO KBaJpaHTA, HMOITOMY
00J1aCTh MPUTSHKEHUS NOMMMOPPHON TOUKK E| BKIIKOYAET KaK BECh €IMHMYHBIN KBAJPAT, TAK M 30HBI,
pacIIoNOKEHHBIE 32 €r0 MpeAeIaMH.

B obnactu 3 quHaMuKa cucTeMbI (4) CTAHOBUTCS OMCTAOMIBHOM. 311eCh CYIIIECTBYET IBE 0COOBIC
YCTOHYMBBIE TOUYKH — MOHOMOPQHBIE Ej 1 E,, ¢ 00NaCTAMH NPUTSIKEHUS, PA3IETICHHbIC IPIMOH ¢, =
=1 - g,. B obmactu 4 mosiisiercst mapa £, ;, KoTopasi KapAMHAILHO HE BIHSCT Ha 001aCTH IPHTSDKE-
HUSI MOHOMOP(HBIX COCTOSIHUH PaBHOBECHSI, HO BHOCHT B AMHAMUKY HEKOTOpBIE 0COOCHHOCTH. B 3TOM
Cllydae MOJIENbHBIE KPHUBBIE COAEPXKAT HEMOHOTOHHBIE YYAaCTKH TUHAMHKH. EciM cymMMa HadallbHBIX
xonuenrpanui q,(0) + ¢,(0) paBna 1 (unm rocratouno Omuska K 1), TO cHavana TPACKTOPHS JIBUKETCS
BIOJIb CEmaparpucel ¢, = 1 — g,, MOKa HE TOCTUTHET OKPECTHOCTH ToueK E, uin E, (COOTBETCTBY-
IOLINX JUBEPIeHINH, TJI€ OHAa MOXKET «3aJlepXKaThCsA»), a 3aTeM BCIIEICTBHE MaJbIX BO3MYILEHHM OHa
ycrpemisiercs K Touke E win E,. B pesyinbrare BHayane Bean4uHa g, OyneT pacty, a g, — najarhb, Wi
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Hao00pOT. 3areM g, g, OyayT OHOBPEMEHHO PACTH NPH [BWKEHUM K E, WM NajaTh MPU JBUKEHUH
K E,.

Hakonerl, B 001acTsax 5 OT KaXI0H CeUIoBOi ToukK E4 U E, OTHIEIUISETCSA 110 Tape Es nE, s,
a nonmuMopdHeie Touku E; u E, mprobdpeTaoT ycToituuBoCTh. B pesyibrare B 9THX 00J1aCTiAX, TOMHMO
YCTOMYUBBIX MOHOMOP(HBIX COCTOSHUH, CYIIECTBYIOT YCTOHYHMBBIE COCTOSHHS paBHOBECHS, COOTBET-
CTBYIOIIME TTOTUMO(HON MOMYJSAIUN C BRICOKOH KOHIIGHTpAIEH ayienss A U HU3KOW KOHIICHTpaIuei
ayurenst a (nai Haoo0opoT). Takum 00pa3oM, THHAMHKA CHCTEMBI (4) OKa3bIBaeTCsl KBAAPOCTAOHIBLHOI,
TO €CTh B 3aBUCUMOCTH OT HAYJIbHBIX yCIOBUN BEIMYUHBI ¢, U ¢, C TEUCHUEM BPEMEHU (IIPH J10CTa-
TOYHO OOJIBIIIOM ) CTPEMSITCA K YETHIPEM IMPHHIUITHAIGHO Pa3HBIM 3HAYEHUSAM: JTHOO MOHOMOP(HBIM
COCTOSIHUSIM C HYJICBOUM KOHIICHTpaLUeH ajiens A Win a, 1100 K MOJTUMOP(HBIM COCTOSHUSIM C HepaB-
HBIMU KOHIIEHTPAIUAMH (C peodialaHieM TOrO WIIM WHOTO aJulels).

1.3. O606wenue mooenu (4) onsa 1106bIX p

HPCI[HOJ'IO)KI/IM TCNCPb, YTO YUCICHHOCTHU HOHYHHHI/Iﬁ Ha PAa3HbIX TCPPUTOPUAX PA3ZJTIUYIHBIC, HO

B II€JIOM, COXPAHSETCsl OTHOIICHHE YHCICHHOCTeH p = = const Takoe, uro 0 < p < 1. bynem

1
N,+N,
CUHTATh BEIUYHMHY p MapaMeTpOM, KOTOPBIA €CIIM M W3MEHSAETCS, TO JOCTaTOYHO MEIJICHHO. B »TOoM
cinydae cuctemy (4) nepernumem B Buzae [Ppucman, Kymakos, 2021]

dq 1 -
d_tl =sq,(1 —q)(1 —2q)) + m—p(q2 —q),

p (0)
dq, 14

Kax u mpexe, cucrema (6) IMEeT OT TPEX 0 ACBSITH OCOOBIX TOUEK, KOTOPHIC B 3TOM CIIydae 3aBHUCAT

elie OT mapamerpa p, 3a uckiroueHus touek E,(0, 0), E, (%, %) u E,(1, 1). Bux ocranbHbIx miectn

0COOBIX TOUEK BecbMa IPOMO3/IOK, U MPUBOANUTE HX 37€ch He uMeeT cMmbicia. [lpu p = % OHM, OYEBUJI-
HO, COBIAJAIOT C NPUBEICHHBIMHU B IIPOLLIOM Hoxnaparpade Toukamu. B manHoM ciydae moznens (6)
TpexmapaMeTpruecKkasi, 1 H3MEHEHHE XapaKkTepa yCTOWYMBOCTH CTAIMOHAPHBIX COCTOSHUM HeoOXoau-
MO TIPOCIEIUTh IPH U3MEHEHUH BCEX TPEX MapaMETPOB.

ITpocteie HenmoaBmKHbIE TOUKK E ), E, n E, CyIIECTBYIOT NPH JIFOOBIX 3HAYCHUSX MAPAMETPOB.
Kax B npouwtom ciydae, nipu s > 0 ycroitunsa Beeraa to4ka E |, pacloyoKeHHas B ICHTPE SANHHIHOTO

kBajpara. llpu s < 0 ycroituussl Touku Ej u E,. Ilapa Toyex E,,, COOTBETCTBYIOLIAs JMBEPIEHINH,

POXKIAETCS MyTEM PACIIEIUIEHUS MOTUMOPHHOro cocTostHust E| (%, %) Ha J1Ba, TO €CTh B PE3yibTaTe
1 )

oucypxanun Bui. Toukn E; u E, npu p # 5 NPUOOPETAIOT YCTOMYMBOCTH HEMHOIO MHAYe, YeM
B IIPOLLJIOM CIIy4Yae.

Crporo npu p = % u s < 0 1omoNHUTENbHBIE Maphl TOUEK Es o u E, ¢ — pesynbTar cyOKpuTHYe-
CcKoii Gudyprauuu BUII. ITO 03HAYAET, YTO [0 ITOH OMPypKalMK HEYCTOHYMBbIE cOCTOsHMA £, U E,
ABIBIOTCS ceftamu. [Tocne paciueruieHus BOKPYr HUX POXAAIOTCs mapsl Touek Eg  u E ¢, a E; n E,
npuoOpeTaeT yCTOWYMBOCTh, U CUCTEMa CTAHOBUTCS KBagpocTaduabHOM. To, kak ycTpoeHo ¢aszoBoe
MIPOCTPAHCTBO JI0 M TOCJe 3TOH OM(ypKamuu, MOKHO MPOCIEIUTh Ha puc. 2.

B cnywae xorma 3HadeHHe mapaMeTpa p AaKe HE3HAYUTEIbHO OTIANSETCS OT %, Xapakrep Ou-
¢dypkanuu B cucreme (6) kapauHaibHO MeHsietcs (puc. 3, g). C onHOM cTOpoHbL, pu s < 0 u p # %
napel T04KH Eg o uimn E ¢ exar Ha (hazosoii mnockoctu nesee (npasee) ot E, wmm E, (puc. 3), a He

pacIIoNnoKeHbI OT Hee TI0 00e CTOPOHBI, KaK MPH p = % (puc. 2). B pesynbrare ¢a3oBble MOPTPETHI U CO-
OTBETCTBYIOMINE 0ACCEHHBI MPUTSHKECHUS OKA3BIBAIOTCSA HE CTONb cUMMETpudHbIME (puc. 3). C npyroit
CTOPOHBI, MOSIBJICHUE Hap TO4YeK Eg 1 E, ¢ HE MCHACT THI yCTOWUMBOCTH E; u E, — OHM KaK ObuH
celylaMu, TaK CEUIAMU U OCTaroTca. BMmecre ¢ TeM kaxaas napa To4ek E5,6 U E7,8 COCTOUT M3 YCTOM-

o 1
quBoro ysna (E5 u Eg) u cemoBoid Touku (E, u E;). T0 03HAYaeT, YTO NPU p # 5 3TU TAPbl TOYCK
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TIOSIBIITIOTCSI B pe3yJIbTaTe celsi0-y3a0Boii oudypkamun (SN), a He oudypkanwu Bui (PF). B pe3yns-
Tare IpU HU3KUX 3HAYCHUSX S§ (s <0,0<m< —%) cucreMa (6) okas3pIBaeTcsd KBaAPOCTAOMIBLHOM
(CyIIecTByeT 4eThIpe yCTOWYHBBIE TOYKH).

(a)
m=0,1, s = 0,35,

(©
m =025, s=0,25,

p=20,3

(d)
m = 0,25, s = —0,25,
p=0,7

m

ER0 0,5 1 EJ0 0,5 1

Puc. 3. (a—f) ®a3oBble NOPTPETHl PEKUMOB AUHAMUKH CHUCTEMBI (6) M3 pa3HBIX oOnacTell Ha OM(ypKAIIMOHHON
JarpaMMe, COBMEIIICHHbIE ¢ OacceHaMM NMPUTSDKEHUs YCTOHYMBBIX CTAl[HOHAPHBIX COCTOSHUH. (g) V3meHeHue
BHJIa HYJBKJIMH CHCTEMBI (6), TOKA3bIBAIOIIEE POXKICHUE CTAIIMOHAPHBIX TOUeK £, n £, BenencTsre Oudpypkarmm
Bui (PF), a Taxke Touek £ —E BCIEACTBHE ceIO-y3I0BoH onudypkammu (SN)

Pasmep obnacteil IPUTSIKEHUS] COCTOSIHUI PaBHOBECHSI, COOTBETCTBYIOIINX JUBEPIEHIINH, MPaK-
TUYECKM HE 3aBUCHT OT COOTHOIICHUS YHUCIICHHOCTEH p. V3MeHeHHe BEJIMYUHBI p JIMIIb CIBUTACT
TPaHUIBI 0acCeHHOB MPHUTSHKEHUS (Cemaparpuc) CIeayomuM oopazoMm. Ecmu p > % (mepBast momyIs-
1usi 0ojiee MHOTOUYHUCIICHHA), TO IPaHMIAa CMEIIAeTCs B CTOPOHY MOHOMOp(dHU3Ma MO TeHOTUIY A, TO

1
ecTb K Touke E,. Ecim p < 5 (mepBas momyssinus MajJo4uclIeHHa) — TO B CTOPOHY MOHOMOp(HU3Ma 110

TCHOTHUILY d, TO €CTh K TOYKEC EO‘

IIpoBenennoe wuccnenoBanue momenei (2), (4) u (6) mokazamo, YTO reHeTHYecKasi TU-
BEPTeHIUsl BO3MOKHA JUIsl MOMYJSIUA, KOTOPBIE COXPAHSIOT COOTHOIICHHE CBOUX YHUCIICHHOCTCH

N o
(p = vy = const). B ToM uwncne g pasHOBENMKUX II0 YHUCIIEHHOCTSM HONYJSLIUNA, TO €CTh
1 2

i p# % DTO SBISETCS AOBOJIBHO CHIIBHBIM IPEAIOJIOKEHHEM. B 11000M cityuae MOCTOSIHHOE OT-
HOIIICHWE YMCIICHHOCTEH BO3MOXKHO B ClIydae MX CHHXPOHHOTO pOCTa WIM MajaeHus. B peasbHOCTH
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CHUHXPOHU3AIMS JTUHAMHUKH CBS3aHHBIX JICMEHTOB, KaK MPaBUJIO, HAOIIONAETCs IIPU JOCTAaTOYHO CHJIb-
HOW MMTPAIlMOHHON CBS3M JINOO €CIIM MX Ha4aJbHBIE COCTOSHUS JIOCTAaTO4HO Onu3kue. OpHako mpose-
JICHHOE HCCIICJOBaHHUE MOKA3bIBACT, YTO JUBEPICHLUS HAOIIOAACTCS JIMIID NPU HEOONBIINX 3HAYCHH-
X k03¢ (uUIMeHTa MUTpaui (IOMUMO YCIIOBHUS TIOHM)KEHHON NMPHUCTIOCOOICHHOCTH T'€pPeTEepPO3UToT, TO
ectb s < 0). [lpu —g < m < —3 (o6nmacTs 4 Ha puc. 2) OHAa OKA3bIBACTCS ACUMITOTHYECKH HEYCTOM-
YUBON M MPOSBISAETCS JUIIb KaK YacTh IEPeXONHOW JUHAMUKHU JJIS CIIEHUAIBHO MOJOOpaHHBIX Ha-
YaJbHBIX YCJIOBUH. YCTONUMBON JUBEPreHIMs OKa3bIBACTCS JIMIIb IPU JOCTATOYHO MaJbIX 3HAYCHUSX
ko3 uIMenTa MUrpanuy, a uMeHHo npu 0 < m < —g (obmacth 5 Ha puc. 2). B aTom ciyyae cucre-
Ma TOMYJSIIUN OKa3bIBACTCSI KBAJAPOCTAOMIBHOM, KOTJa OHOBPEMEHHO BO3MOXKHBI MOHOMOP(MU3M HIIN
JUBEPreHIUs B 3aBUCUMOCTH OT HA4aJIbHOTO COOTHOIIEHHUS KOHIIEHTPALUIl 3UTOT C TEHOMOM A WU a
Ha Pa3HbIX TeppuTopusx. [Ipn oqHUX COOTHOMICHHMSIX HAa 00CHX TEPPUTOPUSIX YCTAHABIUBAETCS MOHO-
MopdusM 1o amiento A win a. IIpu pyrux COOTHOLIEHHUSIX HAa CMEXHBIX TEPPUTOPUSIX MPeoOIanaoT
pasHble ajuIeNiu: Ha OHOW OOJIbIlIe YyacToTa ayuiesst A, Ha APYroil — ayiens a (Miu Hao0opoT).

2. I[I/IHaMI/IKa YUCJTCHHOCTH MOITYJAAIUA. Moaeans ba3bikuHa

B pa6ore A./l. basbikuna [ba3bikun, 1969] Obuta mocTpoeHa MOJCTh JMHAMUKUA YUCICHHOCTH
W30JIMPOBAHHOM TMOIYJISIIIAY, B KOTOPOH CIIOCOOHOCTh 0c0o0ei K pa3MHOKEHHUIO CYIIECTBEHHO 3aBHCUT
OT TUIOTHOCTH TOMYJISIIIAHU, U OBUIO TPEINIOKEHO clieayromee AudepeHnaIbHoe ypaBHEHNE, OMTUCHI-
Balolee M3MEHEHUE YNCIIEHHOCTHU JIOKAJIbHOH MOITYJISIIHHN:

k 2
* o bx — cxz, 7

=
a+x
IJe a — MOCTOSIHHAS, HMEIOIasl PasMEPHOCTh YHCICHHOCTH; b — KOI(POHUINEHT eCTECTBEHHOH cMepT-

HOCTH; ¢ — KO3(D(OUIIUEHT BHYTPUBHIOBON KOHKYPEHIIMH; Kk — KOA(PPHUIIMEHT MPONOPIIHOHAIEHOCTH.
Benmuuuna g(x) = %, XapaKTepHU3YIoas MPUPOCT 0coOel B MOMYJISIHHA, UMEET YETKUU Ono-
JIOTMYECKUI CMBICT, U €€ BBE/IEHHE B ypaBHEHHE NWHAMHUKH 00ocHoBaHO A. /I. bassikunbiM [ba3bikuH,
1969; Bazykin, 1998]. [TomuepkHeM, 4TO MPH OOJBINMX 3HAYCHUSX YUCICHHOCTH, KOTIA X > d, BEIU-
yrHa £(x) ONM3Ka K TPaJUIMOHHOMY BUAY: £(x) = kxX; a IpU MaJbIX 3HAYCHUSAX YUCICHHOCTEH X < a
3Ta BeJIMYUHA MPHUOIMKEHHO MPOIOPIMOHAIbHA KBaJpaTy ducia ocobeit e(x) = % JelicTBUTENBHO,
B MQJIOYHCIICHHBIX MOMYJISALUIX, 00JaJafOIIX MOJIOBOM CTPYKTYPOil, BEPOSITHOCTh POXKACHUS JCTCHBI-
1112 3aBUCHUT OT YHMCJIa BCTPeY 0co0ei, B TO BpeMsI Kak B MHOTOYHCIICHHBIX HOMYIIANNAX 3Ta BEPOSITHOCTD

JIMHEHHO 3aBUCHUT OT YHCJIa CaMOK.

IIpu k > 2ac + b ypaBHeHnue (7) ©UMeeT TPH ACHCTBUTEIbHBIC HEOTPHUIIATEIBHBIC CTAIHOHAPHBIC
Touku: x =0, x =A ux = B, rie

_k—ac-b- V(k — ac — b)? — 4abc B k —ac — b+ \/(k — ac — b)?> — 4abc

A
2c 2c

SlcHO, yT0o A < B. MOXHO MOKa3aTh, YTO X = A — HEyCTOMYMBas CTallMOHApHAas TOYKa, a X =
=0 u X = B — ycroifuussle. Ecnu x > A, TO YUCIEHHOCTh MOMYJSAINH OyeT MOHOTOHHO BO3pacTaTh
JI0 MAaKCHMaJIbHO BO3MOXHOM cTallmoOHapHOW 4yucieHHOCTH B. Eciu x < A, TO MOMyNsAlMsS BEIMUPAET,
€¢ YHCIICHHOCTh MaJaeT M0 Hylsa. Takod TPUTTEPHBIM XapakTep NWHAMUKH YHCICHHOCTH HE pa3 ObLI
ONHUCaH JIJI PEeAJIbHBIX MOIYJIAIHH.

PaccmoTpuM Teneps cUTyaluio, KOrja Ha apeajne pacHojoKeHbl JIB€ OJWHAKOBBIE MOIYIISLUH,
CBSI3aHHBIC MUTPALIMOHHBIMU [I0TOKAMU, IPUYEM HHTEHCUBHOCTU MUTPALIMOHHBIX [IOTOKOB IPOIOPLIUO-
HaJIbHBI YUCJICHHOCTH TOM MOIYJISIIAH, OTKYZIA TH MUTPAHTHI porcTekaroT. O603HaYnM KodpdumeHT
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MHTpalUH (071 MUTPAHTOB B €MHUILY BpeMeHH) yepe3 m > 0. B aToMm ciydae mMeeM /1Ba CBS3aHHBIX
ypaBHeHus [Frisman, 1980]:

dx, kx% 5
s = it —bx; —cxi + m(xp — x)),
(3)
dx, kx% )
= = i+, —bxy — cxy + m(x1 — x,).

B panpueiitem MbI OyieM HCIIONB30BaTh B KAYECTBE MEPEMECHHBIX HE aOCONIOTHBIC, a OTHOCH-
o v X.
TEJIbHBIE YUCIECHHOCTH HOMYJIALHUHI, TO €CTh NEPEHJIEM OT IIEPEMEHHBIX X K TIEPEMEHHBIM Y, = 2. Torna
cuctemy (8) MOXKHO MIPECTABUTh B BUJE

dﬂ syl(yl -l _yl) N

dt - r+y, m(y, = yy), o
dy2 syz(Yz -1 - )’2)

— s = + — ,

dt r+y, myy = 2)

r;:[esch,rzﬁnh:%.

[TonoxeHust paBHOBecHsI CHUCTEMBI (8) YIOBJIETBOPSIOT CIEAYIONIMM alreOpanveckuM ypaBHe-

HUAM:
_ " syz(yz - h)()’z - 1)
_ " syl(yl _h)(yl - 1)
TN T ey

Ha puc. 4, a npusenenst rpadpuku Gynkuuit y,(y,) u y,(y,), COOTBETCTBYIOLINE ITUM YpaBHE-
HUSIM IIPY MaJIbIX 3HAaUeHMAX napamerpa m. Kaxxgoe paBHOBecue (CTaluMoOHapHas TOYKa) cHcTeMbl (9)
COOTBETCTBYET OFHOM M3 TOYEK MEePeceueHuil ITUX rpapHrKoB.

Cucrema (9) MOXeT UMETH JIEBATh CTAIIMOHAPHBIX TOYEK. TpH M3 HUX COOTBETCTBYIOT PaBHBIM
3HAUCHUSM [IEPEMEHHBIX (TO €CTh PaBHBIM 3HAYECHHSIM YMCICHHOCTEH 00CHX MOIYJISILHA):

Dy =»=02)y=y=r3)y =y=L1L

He nmpuBozasg TOUHBIX 3HAUEHHUH AJI OCTAJBHBIX LIECTH CTALMOHAPHBIX TOYEK, BBHIMMIIEM IpHU-

OJIMKEHHBIE MX 3Ha4YCHUA, npeHe6pera$[ YJICHaAMU IOpAAKa m2 H BBILIC!

N m(r+1) o rm. o 1 m(r+])., N m(r+h) . m(r+h) .
4y ~1- s(a=hy> Y2 ¥ s DV R g Yy ® s(I=h) * 6) yy ® h+ sa-m> Y2 ¥ Ty o
m(r+h)

Ty~ 2Ry~ h+ T )y~ 1= Ry, s h = MR 0) y s h = Ry, & ] -

EctecTBeHHO, YTO 3TH NPUOIM3UTEIbHbIE KOOPAWHATHI CTAIIMOHAPHBIX TOUYEK HE B MOJHON Mepe
OIMCHIBAIOT [IOBEACHHE peIIeHUH cucteMsl (9). B yacTHOCTH, OHU CYIIECTBYIOT NPH JIFOOBIX JOIYCTH-
MBIX 3HaUCHHMSX napamerpoB (sh(l —h) # 0), B To BpeMs KaK YUCIIO «MCTHHHBIX» CTALIMOHAPHBIX TOYEK
HETPUBUAIBHBIM 00pa30M MEHSETCs MpU Bapually MapaMeTpoB: YacTh WX CIUBAETCA U INPOIAIAET,
WIN, HallPOTHB, TOUKU POXKIAIOTCS, OTIICIUBACH OPYr OT Apyra. B menom 3t Oudypramuu cXoxu
C TeMH, YTO OTMEUEHBbl B MOJAEIH JWHAMMKH ajuieneit (6). OOmuil BUJI KpUTEpPHUEB CYIECTBOBAHMS
U YCTOHYMBOCTH CTALMOHAPHBIX TOYEK CHCTEMBI (9) DOCTAaTOYHO TPOMO3IOK, IOATOMY OCTaHOBHMCS
Ha HanboJee 3HAYMMBIX U3 HUX.

W3 Bcex neBsTH CTallMOHAPHBIX TOUSK HAUOOJBIIHI HHTEPEC AJIsl HAC UMEIOT YeTBEPTas U IsTasl.
OHM COOTBETCTBYIOT CHUTYalllH, KOIJa B OAHOM M3 MOIMYISALUN CTallMOHAPHAs YUCIEHHOCTh OKa3bIBa-
ercst OnM3KoM K MakCMMaJbHOHM, a B JPyroil — ONM3Ka K HYJIO M TOIJEPKUBAETCS TOJIBKO 33 CUeT
MUTpalMOHHOTO npouecca. Ha puc. 4, a, b mokasaHo, 4To mapa To4ek 7—6 TMOSBIAETCS B pe3yJbraTe
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(a)
a=2,s=1,h=04,m=0,015 a=2,s=1,h=04,m=0,02

h

e

0 02 m 08 1 0 200 t 400 600

Puc. 4. (a) I'paduxu pynxumit y,(y,) u y,(y,) (Hyapkaunsl cucteMsl (9)); (b) dpaszoBbie MOPTPETHI IPU MabIX
KO3 PUIIMEHTaX MUTPALUHK; (C) IPUMEpP TPAEKTOPHii, COAEPIKALIMX MPOIOKUTENILHBIE BO BPEMEHH Y4acTKHU JIU-
HAMUKH C CyIIECTBEHHBIMH Pa3INYMsIMHU YHCICHHOCTEH HA pPa3HbIX y4acTKax, KaK 4acTh EPEXOJHOTO Ipolecca

pacIIeIICHHs IISHTPATLHOM TOUKH 2 (OM(ypKaIuy BUI), a Tapsl 5-9 u 4-8 — BCIICICTBUE CETO-Y3II0-
BOl OM(ypKalMy B CTOPOHE OT TOYKU 7 WK 6. B MOMEHT UX MOSIBICHUS AWHAMUKA OT OMCTAOMIBHON
MEPEXOANT K KBaPOCTAOMITbHOM.

HpI/I HNCCJICAJOBAHUHN Ha YCTOﬁqHBOCTB HpI/IBe,Z[eHHLIX CTaHI/IOHapHLIX TOYCK HOqueHBI CHeHyIO-
mue pe3yJII>TaTLI. HepBaH u BTOpaH CTaHHOHapHLIe TOYKH BCEraa yCTOﬁqHBBI, a TpeTBH TOYKa BCeraa
HQYCTOﬁqHBa. quBepTaﬂ H 11ATasd CTaHI/IOHapHLIe TOYKHU YCTOP’IIIHBBI JIMIIIb B TOM Cnyqae, KOrjaa BBIITOJJI-
HACTCSI HepaBeHCTBO
. sh? s(1 —h?)
M2 r+ DG -h|

m<m*=m

(10)

Bwmecte ¢ Tem HepaBeHCTBO (10) siBIsIeTCS HEOOXOMUMBIM YCIIOBUEM TSI CYIIICCTBOBAHUS OCTAB-
IIMXCS YeThIPEX CTALlMOHAPHBIX TOUEK (6—9), KOTOpbIe OKa3bIBAIOTCS HEYCTOMUMBBIMU BO Beeil 0bacTu.
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TakuMm o0Opa3oM, MPH ITOCTATOYHO MabIX m (m < m*) cucrema (9) UMeeT YeThIpe YCTOHYHBBIC
CTallMOHAapHbIE TOYKU U (Da30BOEC MPOCTPAHCTBO 3HAYCHUH MEPEMEHHBIX JOJDKHO UMETh MO KpaiHeil
Mepe 4YeThIpe 30HBI MpuTshKkeHus (Oacceitna). M3 kaxmoro OacceiiHa TpaeKTOpWUU OYIyT CTATHBATHCS
K COOTBETCTBYIOLIEH CTAallMOHAPHON Touke. KpoMe «eHTpabHOW» HEyCTOMYHMBON CTAlMOHAPHOU TOU-
KM y, =y, = h B ciydae m < m" CyIIECTBYIOT €IIE YETHIPE HEYCTONUYUBBIE CTALMOHAPHBIE TOYKH,
KOTOpBIE JIe)KaT Ha TpaHMIaX oOnacTed mputTshkeHus. das3oBblid mopTpeT cuctemsl (9) mpu m < m*
n300pakeH Ha puc. 4, b ¥ COBMEIICH IS HAISIIHOCTH C OacceifHaMH MPUTSKEHUs Ou- U KBaJpo-
CTaOMIIBHBIX PEKUMOB. ITH OACCEHHBI OKa3bIBAKOTCS MOJO0HBI OacceiiHaM PEKUMOB JTUHAMHKH JIBYX
ajieneil Ha pa3HBIX y4acTKaxX, OMMCHIBAEMBIX cHCTeMOl (6) B ciydae KBaapoctadbmibHOCcTH. Ho crmabo
CXOXH B ciay4yae OuctabunmpHOCTH. B wacTHOCTH, ecinu B cucteme (9) cyliecTByeT TOIBKO JBE CTAI[HO-
HapHbIe TOYKH | 1 3, To Pa3oBOe MPOCTPAHCTBO AETHUTCA OacceiiHaMU TOMojaM, Kak B cucteme (6), HO
s ipu b = L. Tlpu % < h <1 obnacTh MPUTHKCHHUS TOYKH 3 OKa3bIBACTCS MEHBIIE, YeM Y TOUKH 1,
anpu 0 < h < %2 Hao6opoT. [losBreHNe mapsl Touek 7 1 6, pacrojIOKeHHON Ha rpaHuIe 0acCeHOB elle
CHJIbHEE Cy)KaeT COOTBETCTBYIOIIYIO 00JacTh MpuTshKeHus (puc. 4, b cupasa). COOTBETCTBEHHO B MO-
nenu (6) Takoro neneHust (azoBoro nmpocrpancTBa He HaOmonaercsi. [10CKoNbKy HEeHTpallbHas TOYKa —
3TO Bcerjia (%, %)

Poxxnenue map «cemiuo—y3en» mox Homepamu 5, 9 u 4, 8§ orcekaer ot Oomnplero 6acceiitHa (Kakoi
W3 HAX OKa)XeTCsl OOJIbIIe 3aBUCUT OT BEJIWYHMHEI /1) 00IaCTh MPUTSHKEHUH YCTONYHBBIX CTAI[HOHAPHBIX
cocrosHuit 5 u 4 (puc. 4, b, ciera). B nerom ¢opma 3THx GacceiHOB JOCTaTOYHA CHMMETPHYHAs
u ofo0Ha OacceiiHam cucteMsl (6). C TeM OTIIHYHeM, YTO BapHalys BEIMYHHBI CMEIAET [IEHTPAITbHYTO
TOYKY 2 BBIIIE UM HIKE.

CrnenoBaTenbHO, IPU MaJIbIX 3HAYEHHSIX KOA(PQUIIMEHTa MHUTPAIUS 71 B CHCTEME JIBYX CBS3HBIX
MOMYJISIIUKA BO3MOXKHO YCTOMYMBOE Pa3IU4Ke MO YHCICHHOCTH, TO €CTh YCTOWYMBBIE COCTOSHUS, MPH
KOTOPBIX YHCIEHHOCTh OIHOW MOMYIJISIIUM Malla, HO He paBHa HYJIO, & BTOPOH — BeJIHWKa, HO HE JO-
CTHT'aeT MaKCUMAaJIbHOTO 3Ha4eHUsI B. DTO BeCbMa MHTEPECHO, TaK Kak Mogo0Hass HEOOJHOPOAHOCTh TI0
TUTOTHOCTH OKa3bIBAETCS PE3YJIBTaTOM XapaKTepa BOCIIPOM3BO/CTBA B TOMYIIAINNN M HUKAK HE CBS3aHa
C HEOTHOPOJHOCTHIO apeaa WiH yCIIoBHi cpebl. [lo-BuanMomMy, IMEHHO MEXaHU3M BOCIIPOM3BO/ICTBA
(HarmpuMep, OmMHChIBAEMbIN ypaBHeHUEM (7)) M MPUBOJUT K PA3TUYUIO MO TUIOTHOCTH OCOOEH B psze
pearbHBIX TOMYIANNH, 3aHIMAIOIINX OJHOPOTHBIN apeaj, — SBICHHIO, IIMPOKO 3HAKOMOMY TOITYJISIIH-
onuctaM. CTOMT OTMETUTb, YTO MIPUHIHITHAIEHAS BO3MOKHOCT (POPMHUPOBAHMS PEKHUMA, COICpIKalle-
IO TIPOJOJDKUTEIbHBIE YYaCTKU JUHAMHUKHU C CYIIECTBEHHBIMHU Pa3IHMYUSIMHU YUCIEHHOCTEH, HACTyIaeT
3aJI0JITO JI0 TIOSIBJIEHUS] YyCTOWYMBBIX TOUEK 5 U 4, TO €CTh JI0 CeI0-y3JI0Boi Omdypkannun. OnHako Ta-
KOW PEXHM CYIIECTBYET JIMIIh KaK 4acTh MEPEXOJHOTO IMpoliecca, KOraa TPaeKTopHs, CTapTyomas u3
OTIpEICTICHHBIX HAUaJbHBIX YCIOBHUH (IOCTATOYHO AAJICKO OT Touek 1, 2 u 3), cTpeMuTcs K Touke 1 uiu
TOYKe 2 3aMbICIIOBaThIM 00pa3oM. Ha puc. 4, ¢ cieBa mokas3aHbI JIB€ TaKHe TPAEKTOPHH, OTMEYECHHBIC
KPACHBIM M PO30BBIM IIBETOM, a CIIPaBa NPUBEJCHA IMHAMHUKA IEPEMEHHBIX Y, U Y,, COOTBETCTBYIOLIAs
OITHOH M3 TpaeKTOpui. Jl0cTaTOUHBIM YCIIOBHEM TAaKOTO THITA PEIICHHS SBISETCS CYNIECTBOBAaHHE CE/l-
JIOBBIX Touek 7 u 6. HeycToiiunBoe cOOCTBEHHOE MOIIPOCTPAHCTBO STUX TOUEK TOPOKIAET YCTOWIHBOE
MHOroo6pasue W* , koropoe orubaer oHy U3 HyIbKIHH M 3aKaHYMBAeTCs B Toukax | u 3. B pesynsrare
TPaeKTOpHUsl HECITIOCOOHA MOHOTOHHO JOCTHYb YCTOHYMBBIX TOYEK | Wim 3 JJIs JOCTATOYHO MIMPOKOTO
JIMara3oHa HadyaJbHBIX yCIoBUsAX. I1o Bceil BUIUMOCTH, CX0XkKee peleHne CyIeCTBYeT U B MOJIENH JIBYX
ayreneit cucteme (6).

3. luHaMuKa YMCJIEHHOCTH NnomyJasauuu. Moaejau ¢ JMCKPeTHLIM BpeMeHeM

3.1. J/lokanvnasa nonynayus

P.Mbit u A.I1. Hlanupo nmpeuioknin UCIoab30BaTh I ONMMCAHUS AMHAMUKU MOIYJISIIUNA Ma-
TEMaTUYECKUE MOJEIM, OCHOBAHHBIE HA JOCTATOYHO IPOCTBIX PEKYPPEHTHBIX YPAaBHEHUSIX IHEPBOrO
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nopsiaka [[lanmupo, 1972; May, 1975; May, 1976]:
N, ., =aN,f(N,). (11)

Konkperusupys Bug pynkuun f(N), s ypaBHeHus (11) yucieHHO MOXXHO TIOCTPOUTH OHyp-
KaLlMOHHYIO JUarpamMmy, XapakTepU3YIOIIYI0 MpeleibHble TPACKTOPUU B 3aBUCUMOCTH OT BEJIUYMHBI
ko3¢ duirenTa a. Xopomo U3y4eH AUCKPETHbIN aHanor moxenu Pepxronbscra, i kotoporo f(N) =
= 1 — kN, u Mozmenb, IpeIoKeHHas KaHaJACcKuM uxtuosoroM Y. Pukepom [Ricker, 1954], mmsa xoto-
poii f(N) = exp(—kN). Ilpu uccnenoBanuu ypaBHeHUs (11) 00BIYHO HCKITIOUAIOT MACIITAOHBINA TMapa-
MeTp k U TiepexomsaT K O0e3pa3MepHbIM IepeMEeHHBIM: OTHOCHUTEIIFHBIM YHCIEHHOCTSIM X = kN. B aToM
clly4yae JUCKPETHBIN aHanor moxenu depxroibcra umeer Bua X, , = ax,(l — x,), a monens Puke-
pa — x,, = ax,exp(—x,). Ha puc. 5 mpuBeneHbl IMHAMUYECKHE PEKUMBI Mozienn Pukepa u Ou-

(dhypKalroHHast uarpamMma, XapakTepu3yrolas Ipe/ieibHbIC TPACKTOPUU B 3aBUCHMOCTH OT BEJIMYMHBI
ko3 dunmenra a.

_ 12
0g® a=2 (@)

10
0,6}
Tl

5
0,2} ] //
0 ) ) \///7'{\\‘~ i

5 n 10 15| 0 X

2 10\ \ a
275(c) a=6__ < (d a=11 \

4.
x, 3
i ol

1.
% 10n 20 25 % 25 W 30% o w0

Puc. 5. (a) budypkannonnas quarpamma u (b—f) permenns pekyppeHTHOToO ypaBHEHHS X, | = ax, exp(—x,) Ipu

Pa3HbIX 3HAYCHUSIX PEHPOYKTHBHOIO MOTeHIHana — napamerpa a: (b) MOHOTOHHOE CXOXK/ICHHE K PABHOBECHIO,
(¢) cxomsmmecs xonedanus, (d) 2-muk, (e) 4-uuki, (g, f) HeperyaspHas AUHAMHKA

PaccmorpuM KkpaTko XapakTep JWHAMMKH, NpeacTtaBieHHo Ha puc. 5. [Ipu 0 < a < 1 ycToi-
YUBO TPUBHAJIbHOE paBHOBecue X = 0, ganee npu a = 1 MPOUCXOANUT TpaHCKpUTHUYECKas OMQypraus,
B pe3ylbTaTe KOTOPOM HYJIEBOE PELIEHUE TEpsieT YCTOMYMBOCTh, & HETPUBUAIBHOE PABHOBECHE X =
= In(a) cTaHOBUTCS YCTOHYUBBIM /IO d < e’ Ilpu a = e’ MPOUCXOTUT OUQypKaIUs yIBOCHHS TIEPUOA,
M TIpH @ > e’ POKIAeTCs YCTOMUMBBINA 2-IIMKI. DNEMEHTH 2-IIHKIa PACTIONATaloTCsd Ha «BUIKE» I10
00e CTOPOHBI OT HEYCTOHYMBOTO HEHYJIEBOro paBHOBecHs. C JanbHEHIIMM pOCTOM 3HAYCHUI MmapameT-
pa a TMPOUCXOMUT KacKal yABOSHHs IepHoja, KOTOPHIH MOJUUHSETCS yHHBepcalbHOCTH Delirenoay-
Ma [Feigenbaum, 1983].

3aMeTuM, 4TO B 00JaCTH 3HAYCHUN ITapaMeTPOB, IPU KOTOPHIX CUCTEMA IEPEXOIUT K YCTOHYHBO-
My 2-1IUKITY, (JaKTUIECKU CYIIECTBYET ABa YCTOMUMBBIX 2-IIMKJIA, pa3jIndarolnuXcs Gpa3zaMu KoaeOaHui.
W3 oqHMX HaYaJbHBIX YCIOBUH pPEIIEHUS CXOAATCS K OIHOMY 2-JeTHEeMY LUKy (Hampumep, ¢ MaKCcH-
MyMaMH B YETHBIC TOlbl 1 MUHUMYMaMH B HEUETHBIC), a U3 APYTUX HAYaJIbHBIX YCIOBHH — KO BTOPOMY
(c MakcMMyMaMH B HEUETHBIE TOAbl U MUHUMYMaMH B 4eTHbIe). TakuM o0pa3om, Ipu 3HAUEHHSIX Mapa-
MeTpa a, COOTBETCTBYIOIINX YCTOWYMBOMY 2-IIMKITY, CUCTEMa OKa3bIBaeTcs (pa30BO OMCTAOUIIBLHA.
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3.2. Cucmema 08yx nOnynayuil, CA3AHHBIX MUSPAHMAMU

[Tepetizem Ternepsr K OMMCAHUIO JUHAMUKH MUTPAIIMOHHO CBSI3aHHBIX MOMYJISALIUN (METaIomyJisi-
ust). M3 BceX BOBMOMKHBIX BAPUAHTOB CBSI3U MEXK/Y OT/ICIBHBIM CYyOOMYIISIIIUAMEI PACCMOTPHM MHUTPa-
[[UH, TIPOUCXOMSIIUE HEMOCPEICTBEHHO MOCIEe Pa3MHOXKEHHs. B ciydae paBeHCTBa PernpoayKTHBHBIX
NOTEHIUANOB (@, = a, = a) U J0Jed MUIPUpYIOImX 0co0ed (m, = m, = m = const) 11 06eux
CyOnonyJsuil ypaBHCHHS TUHAMUKH UMEIOT BH]T

X1 = f(xn) +m:- (f(yn) - f(xn))a

(12)
yn+1 = f(yn) +m- (f(xn) - f(yn))

Jiist 3TOM CHCTEMBI YCTAHOBJIEHBI COOTHOILIEHHS MOJO0Ms HAa OCHOBE 3aKOHOB Iomobus delirenbayma,
OINMUCaHbl OU(PYPKAIMOHHBIC MEXaHU3MbI CHHXPOHHU3AIMK JTHHAMHUYECKUX MepeMeHHbIX u Jp. [Ky3He-
oB, Kysneros, 1991; Gyllenberg, Soderbacka, Ericson, 1993; Udwadia, Raju, 1997; be3pyuko, I1po-
xopoB, Cenesnes, 2002; Kymakos, ®pucman, 2010].

31ech MBI PACCMOTPUM OCOOEHHOCTH JUHAMHUKH CHUCTeMbI (12) IpH JOMyCTHMBIX BapHallUsaX
PENPOAYKTHBHOIO IMOTEHIHANIA ¢ U JOJIM MUIPAHTOB 771 JJIs1 HECHMMETPHUYHOIO OTOOpasKeHHsI f, OCHO-
BaHHOT'O HAa MOJIEJIH «3arac—TonoiHeHue» Pukepa:

Xn+1

= ax,e”"n. (13)
IIpu f(x) = axe™™ cuctema (13) umeer Bug

X, =0 =m)-ax,e”™ +m-ay,er,

(14)

Vo1 = A =m)-ay,e™ +m-ax,e™

Y OITMCHIBAET TMHAMHUKY CHMMETPHYHO CBSI3aHHBIX JIOKAIBHBIX MOIYJISAIHIA, BOCIIPOU3BOJCTBO KOTOPBIX
npoucxomuT mo moxaenu Pukepa [Wysham, Hastings, 2008; Kynakos, ®pucman, 2010]. Kak u ogunou-
Hoe otoOpaxenue (13), cucrema (14) nMeeT eqMHCTBEHHYIO HETPUBUAIBHYIO HEMTOJBIDKHYIO TOUKY X =
=y =1n(a) = h.

Bynem B panpHeiineM Ha3bIBaTh CHH(A3HBIMU peann3alsiMi (CHH(A3HBIM aTTPaKTOPOM) CH-
creMbl (14) acUMNTOTHYECKH paBHbIC €€ TUHAMHYECKHE COCTOSHMS (MTepaunuu), TO €CTb X, = Y,
npu n — co. COOTBETCTBEHHO, €CNIM TUHAMUYECKHE COCTOSIHUS aCUMITOTHYECKH HE PaBHBI OJHOBpE-
MEHHO, TO €CTb X,, # Y, IpH 1 — 00, OyzeM roBOpUTh 0 HecuHda3HbIX peanuzanusx (14) (HecuHdasHbIxX
arrpakTopax). Kak u3BectHo, juis cucreM Buja (12) ¢ yHuMonanbHoOM (QyHKIMen Bocpou3BoacTea f(x)
TIOJIHOCTBIO CUH(A3HBIE €€ PEanu3aluy MOTYT ObITh ONUCAHbI OIMHOYHBIM OTOOPAKEHHEM X,
= f(x,), a Bce ITMHAMHYECKOE PEKUMBI PEaTU3yI0TCsA Ha OMCCEKTpHCE MEPBOro KOOPAMHATHOTO YA
BOKPYT HETPUBHAJILHON HETOABIYKHOW TOYKH, YTO, OYEBUIHO, BHITONHSAETCS U s cucteMsl (14). Bee
HecuH(pa3HbIe JKe pekuMEI (14) pacmonararoTcss CHMMETPUYHO BOKpPYT oTpe3ka y = 2h — x, x € [0; 2h].

VYuuteiBast, uro s Moxenu Puxepa f’(h) = 1 — h, HECIIO)KHO MOJYYUTh XapaKTEPUCTHICCKUN
MHOTO4JIeH cucTeMbl (14) B OKpeCTHOCTH HETPHUBHAJIBHOTO CTAllMOHApPA:

22 =221 =h)(1 =m) = (1 =h)*( =2m)

¢ kopHsiMu 1 —h u (1 — h)(1 — 2m). OTKya NOHSITHO, YTO HETPUBHUAJIbHAS HETOABUKHASL TOYKA CHCTeE-
MHI (14) ycroifunBa Tam e, Te W aHAJIOTWYHAs Touka otoOpaxkeHus (13): mpu 0 < h < 2, a ganb-
HEHIIIast SBONIONHSA CHH(PA3HBIX PEKUMOB IMPOXOIUT IO KJIIACCHYICCKOMY CIICHApHUIO Iepexofa K Xaocy
Yyepe3 yABOCHUE Teproa.

YuciieHHbIe pacyeThl MOKA3bIBAIOT, YTO HECUH(A3HbIC PEXKUMBI (X, # Y, P 1 — ©0) pPeaInsy-

I0TCS BHE 00nacTu, onpeaensiemoir HepaBeHcTBOM |(1 — A)(1 — 2m)| < 1. [lpudem Ha nuHUAX h = %
(mpu 0 < m < 05 uh = 23”—"_11 (mpu 0,5 > m > 1) mynprumukarop cucremsl (14) pasen —1.

2023, T. 15, \e 1, C. 75-109




90 E. 4. ®pucman, M. I1. Kynakos

[Ipu mepexone mapaMeTpoB uepe3 ATH JIMHUH B CUCTEME, [IOMUMO CHH(A3HBIX, MOTYT (hOPMHPOBATHCS
pa3nuuHble HecUH(a3HbIe U MPOTUBO(MA3HBIE aTTPAKTOPBI, CTPEMIICHHE K KOTOPBIM ONpe/eNnseTcss Ha-
YaJIbHOW TOYKOM MTEPUPOBaHUSA. DTO CBOMCTBO HA3bIBAIOT MYJIBTUCTAOMIBHOCTHIO. OHO 3aKITIOYaeTCs
B CYILIECTBOBAHMH B CHCTEME IIPH OAHOM Habope MmapaMeTpoB Pa3IMYHBIX JUHAMUYECKHX PEKHMOB —
Pa3NUYHBIX aTTPAKTOPOB C PAa3HOH CTEMEHBI0 CHHXPOHHU3AIHU (B YACTHOCTH, IIUKJIOB Pa3HOH UIHHEI),
peanu3yeMbIX B 3aBUCUMOCTH OT HAYaJIbHOTO COCTOSIHHSI CHCTEMBI.

3.3. Ocobennocmu hopmuposanus cunghaznvlx u npomMueoPa3Hvix 2-yuKi06

Haubonee mHTEpEeCHBIMH ISl HAC SIBISIOTCS MEXaHHU3MBI (POPMUPOBaHHS CHH(A3HBIX U MPOTH-
BO(a3HBIX IUKJINYECKUX PEKUMOB. PaccMOTpUM HX Ha MpUMepe [UKIJIOB JTUHOHN 2.
Jiist onpezesnieHus 3JIEMEHTOB 2-1MKJIa IBayKAbl IPUMEHUM oToOpakeHus (12) 11 TOUKH X, U Y,

-xn+2 = F(F(-xn’ yn)’ G(-xn’ yn)) = F2(-xrp yn)’

(15)
Yn+2 = G(F (x5 yy)s G(x,, y,)) = Gz(xn’ Yn)s

rne F(x, y) = f(x) + m-(f(y) = f(x), G(x, y) = f(y) + m- (f(x) = f(y)), TOrna s1eMeHThI 2-IHKIa X =
= Xn+2 = Xn ny= yn+2 = yn MOXXHO BBIYUCIIUTH U3 CUCTEMBI

2m—1 -1
y= AL+ me (FO) - f)] - — - x,
2m — 1 .

m—1

x SO +m-(f) = fON] = —— .

Pemas 4ncneHHO Kaxnoe W3 ypaBHEHHH (16) OTHOCHTEIIBHO OIHOW W3 IEPEMCHHBIX (HAIPH-
Mep, repedupas x, HaXOAUM COOTBETCTBYIOIIUE 3HAUEHUS Y, YIOBJIETBOPSIOIINE TIEPBOMY YPaBHEHHUIO,
U CHMMETPHYHBIC MAaphl TIEPEMEHHBIX, YIOBICTBOPSIONINE BTOPOMY YPABHEHHIO), TOIYIAeM JIBE KpHU-
Bble Ha (Da30BOH IIOCKOCTH, CHMMETPHYHBIE OTHOCHUTEIIFHO OMCCEKTPHUCHI MEPBOTO KOOPIAHMHATHOTO
yIiia, mepeceueHueM KOTOPBIX SIBIISIOTCS MCKOMBIE JIEMEHTHI 2-1uKia (puc. 6).

C npyroii CTOpPOHBI, PEUICHHEe CHCTEMBI, COOTBETCTBYIOIIEE MOJHOCTHIO MPOTHBO(A3HOMY IIHK-
iy 2,, YAOBIETBOPSIET COOTHOWIEHUAM X, =V, 1, YV, = X . U X » = X, = X,y . =y, =y, OTKyaa
¢ yaetoM (12) u (15) smeMeHThI TPOTHBO(A3HOTO IMUKIIA MOXKHO OBICTPO HAWTH U3 CHCTEMBI

1-2m m
x=——fM+—
1-m 1-m
(17)
1-2m m
y=—""f(0)+ X.
1-m 1-m

Jlerxo mpoBeputs, uTo cucrteme (17) OymyT yIOBIETBOPATH TPUBHAIbHOE paBHOBecHe x = y = 0
¥ HETPUBHAILHOE PAaBHOBECHE X = y = h, a Takke Uckomas mapa 2, cucremsl (12), a npu f(x) =

* — u cucremsl (14). Hecnoxno mokasare, uto cucremsl (16) u (17) umeror 2, B KauecTse

2(1-m) .
5, (m < 0,5), To ecTb BHE 06nacTu ycToHYM-

= axe

CBOETO PEIIeHHs TOTNa W TOJBKO TOTrna, Korma h >
BOCTH.

[Ipocnenum, kak TpoucXoAWT W3MeHeHue perreHuid (16) m (17) mpu f(x) = axe ™. B cuy-
gae a < e?, TO ecTh TIPU YCTOWYMBOM TOBEJEHMH CHCTEMBI, KpUBHIe, momydaemsie u3 (16) u (17),
MepeceKkaroTcsd B TOYKaX, COOTBETCTBYIOIIMX CTallMOHAPHBIM pelieHusM x =y = 0 u x =y = h.
C pocTOM pempoOayKTHBHOTO TOTEHIMANA a CHEeKTp pemeHuid (16) cymecTBeHHO pacmmpsiercs. Ha
puc. 6, a—d n300pakeHbl KPUBHIE, TONydYeHHbIe U3 (16) Tocie UCKITIOYeHNS HYJCBOTO PEIICHUS.

B pesynbrare nmepBoii Oudypkanuu (mepexox depes 4 = 2) B crnekrpe peuieHuit (16) mmeercs
3 HEeHyJEeBbIX TOYKM — CTaBIllasg HEYCTOWYMBOM HEMOABUKHAS TOYKa X = y = In(a) = h U dJIeMEeHTHI
ycroiunBoro cuHdasznoro 2-uukia (puc. 6, a). [Ipu ymenbiieHnn koddduimenTa cBsi3u m, M0 Me-

pe TOTO Kak MapameTphbl MOMaaaloT B 00NacTs i > 21(1_52), cpemu KopHeu cuctemsl (16) mosBiseTcs

X
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3,5

3,5 3,5 3,5
m = 0,03 m = 0,023 m = 0,017

21 _ 2
2 0
\ 20 23 :
,,,,,,,, Ph e\ [
| I 1
29 | \ 29 :,
1 \2
) SN/ o (d)
01 € 3,571 T 3,5
m = 0,082
3,4

9.2 (H
4714 z

= (16) == (17) .. (z,, yn) X (29, Yo) O (Tns ¥p) n > 1000

Puc. 6. (a)-(d) DBomonust HeHyNIEeBbIX pemeHuit (16) mpu ymeHbIIeHnn kKoddduimenTa cBs3u m; f(x) = axe™™,
a = 8. DNeMeHTHI 2-IHK/IA COOTBETCTBYIOT TOUKAM IEPECEUCHHsS KPHBBIX; | — HEYCTOHUMBAs HEIOIBIKHAS
Touka X =y = h. (e-h) ®opmuposanue nporusodastoro 2-mukia (2,) npu a = 10: (e, ) 51 — HEyCTOWYMBBIH,
(g, h) 2, — ycroitumBnrii

ellle rmapa pelieHnif, COOTBETCTBYIOIIAsl HIEMEHTaM HEYyCTOWYMBOTO MPOTUBO(A3HOTO HUKIIA JTUHON 2
(puc. 6, b). llpu nanbHEHNIEM YMEHBIIEHUU TapaMeTpa 7 3TOT 2 -IUKJI CTAHOBHTCS YCTOHYMBBIM.
budypxarmus corpoBoxkaaeTcs MOABICHUEM ellle AByX Map peueHuil (puc. 6, b—d), cOOTBETCTBYIOIINX
HEyCTOHYMBBIM HEeCHMH(A3HBIM 2-IIUKJIaM C YaCTWUYHOW NMpoTHBO(da3HON cuHXpoHu3anuei (0e3 3axsara
amruuTyzel). [TosiBIIeHUE STHX HUKIIOB TIPUBOJUT K BO3MOKHOCTH NPOTUBO(A3HON CHHXPOHU3AILMH 2,
KaK [I0Ka3aHo Ha puc. 6, e—/, TIe, IOMUMO KPUBBIX, OIydeHHBIX U3 (16) u (17), moka3aHbl TpaeKTOpHUs
cuctemsl (14) (puc. 6, e, g) ¥ YBeTUYCHHBIN (parMeHT (ha30BOH MIIOCKOCTH (pHC. 6, f—h), BKIIOYAIOIINH
JIEMEHT [UKIIA 2, ¥ HEMOABIKHYIO TOUKY. Ha puc. 6, e~h HILIIOCTPUPYETCs MPOLECC CUHXPOHU3ALUH
¥ TIPOTHBO(A3HON CUHXPOHU3AINHU TMHAMUKHI CUCTEMBI (14), COOTBETCTBEHHO CITydasM, KOTIA LUK 2,
CYIIECTBYET, HO HEyCTOMUYUB (puc. 6, e—f) U KOTzna OH CTAaHOBUTCS YCTOWYMBBIM (puc. 6, ¢, d).
PaccmorpuM Ternepb HEKOTOpbIe 0COOeHHOCTH (hopmupoBanus muKiIoB 2, u 2,. Ha puc. 7 no-
Ka3aHO B3aMMHOE€ PACIOJIOKeHHe 0accelHOB MPHUTKEHUH, KpUBBIX (16) n TpaekTopun cucremsl (14).
Bacceiiny, 0003Ha4€HHOMY CEPBIM LIBETOM, COOTBETCTBYET 00JIACTh MPUTSHKEHUS CUH(A3HBIX CHHXPOH-
HBIX PEKUMOB, OebIM — MpOoTHBO(a3HbIX. [locie Bropoit oudypkamuu B napameTpuaeckoi mogooma-
ctu h > % (mpu m < 0,5) ycraHaBIMBaeTCsl ONUH U3 PSKUMOB CHHXPOHM3ALUK: IIOJIHOCTBIO CHH-
(ba3ubIi wim npoTuBodasHeli 2-muKIL. [Ipexkie yeM TOCTUTHYTh OHOTO M3 STHX BO3MOKHBIX YCTONYH-
BBIX LIMKIMYECKUX COCTOSHUH, TPACKTOPUSI CUCTEMBI MOXKET IMPOXOAUTH B OKPECTHOCTH HEYCTOMYHBOI
TOYKH (COCTOSHHS C YaCTHYHOW CHHXPOHM3aIMe), MpUYeM 4YacTh TPAEKTOPHM 0 ITOM TOUKH, Kak
U caMa 3Ta TOuYKa, JISKUT Ha IpaHuLEe ABYX OacceiiHOB cuHXpoHuzauuu. Ha puc. 7 mokasaHo IBa
BapHaHTa JIOCTHKEHHS CHHXPOHHOTO U MPOTHBO(A3HOTO pekrMa CHHXPOHHU3AINH ITPH IBUKEHUH Tpa-
€KTOpUH BOJIM3M HEyCTOWYMBOW Mapbl ToueK. IIpy TakoM pacronokeHUH TPaeKTOpHH (BEpHee, BCIe-
CTBHE ONIM30CTH HAYaJIbHOTO COCTOSHUS K TpaHMIle OacceilHa) mporecc CHHXPOHHM3AUN OKa3bIBaeTCs
JUINTENIBHBIM, @ B OKPECTHOCTH CaMOW 3TOW HEyCTOWYMBON TOYKU MPOUCXOIUT BbIpaBHUBaHME (a3 Ko-
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3,5 35—t
zo = 2,261 (a) z0 = 3,108 2,8
[ yo = 1,169 N\ — 5o = 1,876 N\
y| y| x| i A
L F B ynmndnuhnnhnnnnnnnnun
A I R
0 x 35 0 x 35 0 n 40
35—t 35— :
2o = 3,133 (b) 2o = 2,175 @] 28
[0 = 1,862 — 5o = 1,925 1 l l ]
L L :E_DE_ME” “ l_!!‘
y- X y- y.ﬁﬂﬁﬁ.ndnnﬂn
/ / i
-y/// 1 r // 1 12 . . . (f)
0 — = 3,5 0 — = 3,5 230 n 270

Puc. 7. (a-d) da3oBas miockocTh, (ha30BbIe KPUBBIC W OaCCEHHBI MPHUTHKeHUNH cucteMbl (14) pu a = 8, m =
= 0,017294. loctmxenue cundasnoro (a, ¢) u nporusohasuoro (b, d) pexuma. (e, f) Hunamuka (14) npu x,
=2,6,y, = 1.9, (¢) no neycroitunsoii Touku u (f) BOAM3M HeyCTONIMBOH TOUKH

neGaHuil AByX NMEPEeMEHHBIX, IPUYEM OAMH M3 OCLWUIATOPOB «OCTaHABIMBACTCS» Ha JIBE UTEPALUH,
YTO OTpakaeTcs Ha BPEMEHHBIX peasn3alusix, MoKa3aHHbIX Ha puc. 7, e, f.

4. HeKOTOpble XapaKTEePUCTUKU IMUKJIOB IIOHyJISIHl/Iﬁ C ABYyMsl CTaAusAMHU
Pa3sBUTHUA

PaccMmoTpuM nmonmymsiiuio ¢ BO3paCTHOM CTPYKTYpOM, KOTOpasi K Hadaly OYepeIHOro ce30Ha pas-
MHOXEHHUSI MOJKET OBITh MPEJCTaBIeHa COBOKYITHOCTBIO JIBYX BO3PACTHBIX KJIACCOB: MJIAJIIEro, BKIIIO-
YaOLIEr0 HEIOJIOBO3PEIIBIX 0CO0EH, M CTapIIero, COCTOSMIETO U3 0co0eH, y4acTBYIOLUIMX B Pa3MHOXKE-
Hun. O003HauMM uepe3 X, YMCICHHOCTh MIIQJILIETO BO3PACTHOTO Kilacca B 1-H CE30H PasMHOKEHHS,
a yepe3 Y, — YUCIIEHHOCTh PENPONLyKTUBHOM YacTH nomymanuu. Ilepron pasMHOKEHUS 3aKaHYNBAETCS
MOSIBJICHHEM HOBOPOXKICHHBIX 0CO0el ciiemyromero noxojeHus. byaem mpenmosiararb, YTO BpeMEHH,
MIPOTEKAIOIIETO MEX/Ty JIByMs MTOCIIEIOBATENLHBIMU MTEPUOIaMU Pa3MHOKEHUS, TOCTATOYHO JUISI pa3BuU-
THSL 0co0ell MJaJmero Bo3pacTa 10 IO0JIOBO3PEJIOTO COCTOSIHUS, 3 HOBOPOXKACHHBIX (MM JINUUHOK) —
JI0 COCTOSIHMS MJIAJIIIETo Bo3pacTa. J[omycTuM, 4TO BEDKHBAEMOCTh U PENPONYKTHBHAS CIIOCOOHOCTD
HIOJIOBO3PEJIBIX 0CO0EH HE 3aBUCAT OT MX XPOHOJIOIMYECKOr0 BO3pacTa. JTO IPaBOMEPHO AJIsl OpraHu3-
MOB C HEOOJBIIMM BPEMEHEM XKU3HU, BKIIOYAIOIINUM JBA-TPU MEPHO/A Pa3sMHOKEHUS, KaK y MHOTHX
HACEKOMBIX, PbI0, MEJIKMX MIICKOIIUTAIOUINX, IBYX-, TPEXJECTHUX PACTCHUH M Ip. MOXHO 3amucarb
CIIEIYIOIIYI0 CHCTEMY YpPaBHEHHH, ONMMCHIBAIONIYI0O OTHOCHUTEJIbHBIE YHUCIEHHOCTH paccMaTpHUBAEMBIX
BO3PACTHBIX TPYII B CMEXHBIX ITOKOJIEHHSX:

Xn+l = A(Xn’ Yn)Yn’

(18)
Yn+1 = B(Xn’ Yn)Xn + C(Xn, Yn)Yn,

e A— POKIAEMOCTD, B u C — BBDKHBaeMOCTh MJIaamero U CTapumero BO3paCTHLIX KJIIAaCCOB COOTBCT-
CTBCHHO.

PGFYJ'ISII_II/II/I pocTa YMUCIICHHOCTU IONMYIUU ITYTEM IIJIOTHOCTHO-3aBUCHUMOI'O0 JIMMUTUPOBAHUA
POXKIAEMOCTHU Ha6JI}OIIa€TC$1 Y MHOT'UX KMBOTHBIX, 0COOCHHO Y MCJIKMX MJICKOIIUTAOIIUX, KOrJia poxaa-
E€MOCTb 3aMETHO CHHMIKACTCA 110 MEPEC YBCIMYCHUA YUCIICHHOCTHU MNOITYJIAIUUA. OCHOBHBIM IIPOSIBJICHUEM
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IJIOTHOCTHO-3aBUCUMOM PEeryisiliuy poXIaeMOCTH SIBISIETCS. CTPECC-CUHIPOM, MPUBOISALINN K CHIDKE-
HUIO TIOJIOBOM aKTHBHOCTH M YMEHBIICHUIO TUIOMOBUTOCTU OCOOCH (BIUIOTH 10 paccachbIBaHUS YaCTU
3aJI0KEHHBIX SMOPHUOHOB). B WacTHOCTH, 3TO XapaKTepHO UIS BUJOB, ITOIBEPKEHHBIX CHIILHBIM KOJIe-
OaHMsIM YHCICHHOCTH, HAIIPUMED, IEMMHUHTOB, MOJIEBOK U Ap. [[axo, Hazapos, 1975]. Ilpu monenupo-
BaHUU JUHAMHUKU MOMYJIALUNA TAKUX BUIOB BBIKUBAEMOCTH MOKHO CUMTATh KOHCTaHTaMu B(X, Y) = b,
C(X, Y) = ¢, a poXIaeMOCTh, 110 aHAJIOTMU ¢ MOJENbl0 Pukepa, MoxxHO 3anucarh B Buae A(X, Y) =
= r-exp(—aX —BY), rae r — penpomayKTHBHBIN MTOTEHIUA, @ U 3 — K03((UIIUEHTHI, XapaKTePH3YIOIIHe
WHTEHCUBHOCTH BO3JCHCTBHUS YHCICHHOCTEH (TUIOTHOCTEH) HEMOJIOBO3PENOTO M IMOJIOBO3PETIOr0 BO3-
pacTHBIX KJIAaCCOB Ha YMEHbIIIEHHE pokaaeMocTH. C y4eToM 3TOro U mocJje mepexona K 0e3pa3MepHbIM
MIEPEMEHHBIM — OTHOCHUTEIBHBIM 3HAUEHUSM YHUCIEeHHOCTeH x = X uy = BY — Monens (18) moxker
OBITH MIpeoOpa3oBaHa K BUILY

X ry, eXp(=pX, = ¥,),

yn+1 = bxn + CVn»

e napamerp p = % XapaKTepu3yeT OTHOCHTEIBHBIM BKJIAJ MIIAJIIEii BO3paCTHON TPYMITBl B JIUMUTH-
pOBaHHE BOCIIPOU3BOJICTBA.

B pab6orax [®pucman u ap., 2010; Frisman, Neverova, Revutskaya, 2011; Neverova, Kulakov,
Frisman, 2019] npoBeneHo eTabHOE UCCIeI0BAaHUE JUHAMUKN YUCIEHHOCTH JABYXBO3PAaCTHOH IOIY-
JISIITAH, OTTUCBIBaEMOM Mozenbio (19), Tiie mokaszaHo, 4To MaJeHue POXKIAEMOCTH C POCTOM YHCICHHOCTH
ocobeii oka3biBaeTcs YPPEKTUBHBIM MEXaHU3MOM PETYISLUU POCTa YUCICHHOCTH. OIHAKO IpH OO0JIb-
ITUX MMOTCHITMAIBEHBIX PEIPOIYKTUBHBIX BO3MOXKHOCTSAX W OOJIBIION BBDKHBACMOCTH OCOOCH TaaeHue
POXKIAEMOCTH C POCTOM YHCICHHOCTH 0COOEH MOXKET MPUBECTH K MOTEPE YCTOHUYMBOCTH U BOZHHKHO-
BEHUIO KOJIeOAHUH YMCIICHHOCTH, UMEIONIUX BEChbMa CIOKHYIO BPEMEHHYIO OpTaHH3aITHIO.

B wactHOCTH, MOKa3aHO, YTO MPU OTHOCHUTENHHO OONBIIMX 3HAYEHHUAX IMapameTpa (% > 1), TO
€CThb B CIydYae, KOrja BKJIaJ B JIMMHUTHPOBAHHE POXKIAEMOCTH OCYIIECTBIISIETCS MPEUMYIIECTBEHHO
MJIQIIIUM BO3PACTHBIM KJIACCOM, IOTEPsl YCTOMYMBOCTH, KaK U B MCXOIHOM OJNHOMEpPHOU Mozenu Pu-
Kepa, COMPOBOXKAACTCS HOSBICHUEM IBYXT'OAWYHBIX KOJIEOAHUH M MX MOCIEAYIOIMMU OU(ypKauiIMu
TOJIBKO MO CHEHAPHUIO YIBOEHHS nepuozaa. [Ipuuem yem Oosblie o, TeM Npu Oojiee HU3KOM 3HAUYCHHU
PEIPONYKTHBHOIO IOTEHIMANA HAaOIIONAI0TCsl KOIeOaHusL.

Kak BuiHO U3 puc. 8, OT HETPUBUAIBHOW HEMOABUKHOM TOUKH E| OTIIEIUIAETCS Mapa nepruojiu-
YECKUX TOYCK 2P, », COOTBETCTBYIOLINX KOJICOAHMM YHCICHHOCTH ¢ repronoM 2 (2-uuki). Henocpen-
CTBEHHO I0CJIC YABOCHHS IEPHOAA TOYKH 2P| , IIPHOOPETAIOT YCTONYHBOCTH, a TOUKa K|, Ha000poT,
TepsieT YCTOWYMBOCTB. [J1aBHast 0COOCHHOCTH (HOPMHPYEMOTO TEPHOJMUYECKOTO PEKHMa 3aKJII0YaeT-
Csl B TOM, YTO HENOCPEACTBEHHO Iociie OM(YpKaLuK YIBOCHUS NEPUOAA IEPUOANYECKUE TOUKH, KaKk
¥ HETPUBHAIIbHAS HETOJBUKHAS TOUKA E , exkar HUKe OMCCEKTPUCHI MIEPBOTO KOOPAMHATHOIO YIVIA.
OTO yKa3bplBaeT Ha TO, YTO B ACHMIITOTUYECKOM CIIydae YHCIEHHOCTh MIIAJIIEr0 BO3PACTHOIO Kiacca
BCer/a MPEeBOCXOANUT YHCICHHOCTH cTapmiero. OQHaKo MOCIeAyIOINH POCT PENpOIyKTHBHOTO MTOTEH-
[1ajla IPUBOAUT K TOMY, YTO B OTIEJIbHbIE MOMEHTBI BPEMEHHU 71 TIOJIOBO3PEIBIX 0COOEH OKa3bIBacTCs
B HECKOJIBKO pa3 OOIIbIIIe, YEM HETIONOBO3PENBIX (€ POCTOM r TOYKa 2P| NBUXKETCS BIIPABO 10 (asoBoii
IJIOCKOCTH, a TO4Ka 2P, — BJIEBO, IIPHKMMASCh K OCH OPIMHAT). B pesynbrare IMHAMUKA YUCTIEHHOCTH
HETIOJIOBO3PEIBIX U MOJIOBO3PENBIX 0CO0ei oKa3bIBaeTcs MpOTHBO(A3HON: B YETHBIE HOMEpa Ce30Ha 71
YHCJICHHOCTH I10JIOBO3PEIIBIX 0COOEH MPEBOCXOMUT YHMCICHHOCTh HEIOJIOBO3DEINBIX, B HEUETHBIH Ce-
30H HETIOJIOBO3PEIBIX OKa3bIBAaeTCsl OOJIbIIE, YeM Moj0Bo3penbix. [1o Bcel BUANMOCTH, CHHXPOHHBIX
PSKHMOB JTHHAMHK B cucteMe (19) Her.

IIpu ¢ = 0 nByxBO3pacTHas MOMYIALMS MpEeBpallaeTcs B JBE T'PYMIbl 0C0o0eH, YHUCICHHOCTH
KOTOPBIX IOIAEPKUBAIOTCS TOJIBKO 3a CUET IOTOKOB OCOOEH M3 OAHOW IpyIIy B APYIYIO, TOCKOJIBKY
OTCYTCTBYET BBDKHMBAEMOCTbH IOJIOBO3PENBIX 0co0el. B 3ToM ciydae ycioBue yIBOe€HUs mepruoja B CH-
cteme (19) u mosiBieHNs YCTONYMBOM MEPHOJMUECKON TOUKH COBIIA/IACT C YCIOBHEM TPAHCKPUTHUIECKOM
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Puc. 8. Hympknuusl cuctems! (19), mokassiBaromue poxaeHHE M PACHOIOKEHHE MEePHOANYECKUX Todek 2P
(2-mmx) Ha daszoBoit wiockoctu mpu b = 0,2, ¢ = 0,4, p = 0,9 (3HaUeHHE 1 TOKA3aHO HA PHUCYHKE)

Oudypkauuy, npu KOTOpOil HETPUBUAJIbHAS HEMOJBIDKHAs TOYKa £ civBaeTcs TpuBHanbHOM E . B pe-
3ynabrare npu ¢ = 0 B aCHMOTOTHYECKOM CIIydae 2-IUKI LETUKOM JIE)KHT Ha KOOPIAUHATHBIX OCSX: IS
YEeTHBIX 7 YUCIEHHOCTh HEIMoJoBO3peibiX — X, = 0, a momoBo3pensix — y, > 0 (mpu n — o0), 14
HEYETHBIX, Ha000poT, X, > 0 u y, = 0. lunamuka, 04eBUAHO, OKa3bIBACTCS IPOTUBO(A3HOI.

[Ipu ManbIX 3HaYEHHUAX TapameTrpa p, TO eCTh B Cilydae, KOrJa JIMMHUTHPOBAaHUE POXKIAEMOCTH
OCYIIECTBIISICTCS B OCHOBHOM YHCICHHOCTBIO B3POCIBIX MOJIOBO3PEIBIX 0COOCH, TOTEPsI YCTOMIUBOCTH
MOKET TIPOU30MTH TONBKO MPU KOMIUIEKCHO-COMPSDKEHHBIX KOPHSAX XapaKTEPUCTUUCCKOTO ypaBHEHUS,
npu niepexoze |A| gepe3 1, 1 conpoBoXKAaETCs MOSBICHUEM ITPESIbHBIX HHBAPHAHTHBIX KPUBBIX. COOT-
BETCTBEHHO, YMECHBIIICHUE POXKIAEMOCTH C POCTOM YHCICHHOCTH B3POCIBIX 0CO0EH CcrocoOHO mMpuBe-
CTH K BOSHHKHOBEHHIO JIOCTATOYHO CIIOKHO OPTaHM30BaHHBIX KOJICOAHWH YMCIIEHHOCTH. FIMEHHO ATOT
MEXaHU3M SIBISICTCS, MMO-BUANMOMY, OTPEACISIONIAM B IMMOBEACHUH YMCICHHOCTU MEIKUX MIICKOIIHUTA-
IOIIMX, TAKUX KaK JIEMMHUHTH U HEKOTOphIe mojieBku [UepHsBckui, JlasyTkun, 2004 ].
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Puc. 9. (a) ITapamerpuueckue moptpetsl cuctems! (19) mpu p = 0 u Bapuanuu napamerpoB ¢ U s. Jlunun
NS, PD, TC — oudypxauus Heitmapka — Cakepa, yaABoCHHE TIEpHoa H TPACKPUTHIECKOH OM(ypKamus cCOOTBET-
ctBenHoO. (b) Pacmonoxxenne HynpKIMH Ha (a30BOH IUIOCKOCTH B CITydae MPOCTON TUHAMHUKH, KOTJa yCTOMIMBA
TpuBHaNbHas (00macTu 2-3) WK HeTpuBUAIbHAS (00JIacTh 1) TOUKH, a OCTAIbHBIC — CEIJIOBBIE
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WuTtepecHoe nuHaMuyeckoe noseneHue cucremsl (19) Habmonaercs mpu p = 0, TO ecTh B Cly-
yae OTCYTCTBHS JUMHUTHPOBAHUS POXIAEMOCTH CO CTOPOHBI MIIAJIIET0 BO3PAcTHOTO Kiacca. B aTom
cllydae ¢ pOCTOM PENPOAYKTUBHOIO IMOTEHIIMANA ¥ IOTEePsl yCTOWYUBOCTH HETPUBUAIBHOTO PABHOBECHS
uzer no cueHaputo Helimapka—Cakepa (uHus NS Ha puc. 9, a); IpU CHWKEHUH © — B pe3yJbraTe
TpaHCKpuTUYeCKoH Oubypkaunn (manus TC Ha puc. 9, a) — HETpUBHATIbHAS HETIONBMKHAA TOUKA £
OOMEHMBAETCsl YCTONYUBOCTBIO C TPUBHAIBHOM TOUKON K|, (puc. 9, a). B cBot0 ouyepesb, NpU HU3KHX
3HAUCHUAX © HaOmromaeTrcs cyOkpuTHyeckas Oudypkauus — ynBoeHue nepuopa. OIHAKO 37IEMEHTHI
2-1MKIIa UMEIOT OTpULIAaTeIbHbIE KoopauHatkl (puc. 9, b). Ha puc. 9, a nmokasaHo, kak ABUTalOTCs COOT-
BETCTBYyIOIINE On(ypKALMOHHbIE JIMHAHU IPH BapHaluy napamerpos ¢ 4 s. Ilpu ¢ = 0 muauu PD u TC
cosnazaT. C poCcTOM MapaMeTpoB ¢ U § ITH JIMHUU OMYCKAIOTCS BHU3 U OTAAJSIOTCS APYT OT JpyTra.
Jluaus NS, HanpoTHB, NOAHUMACTCS BBEpX. B pesynbrare ¢ pocTOM 3HAYEHUH ¢ U § yBEJIMYNBACTCS
00yacTh yCTOHYHUBOCTH.

I'maBHas 0COGEHHOCTh PEKUMOB AMHAMUKU cucTeMbl (19) B obmactu 4 Ha puc. 9 pu p = 0
U MaJIbIX ¢ — 3TO MOSIBJICHUE CUJIBHOTO pe3oHaHca 1:4 (A3bIK ApHONIBAA), KOTOPBIM B IPOCTEHILIEM CITy-
4ae COOTBETCTBYET MEPUOAMYECKON TouKe neprona 4 (Ha puc. 10 obo3nadena kak 4P, i = 1, 2, 3, 4).
Hecnoxno nokasars, uto crporo npu p = 0 u ¢ = 0 cucrema (19) npeacraBuma B BUIE YpaBHEHUS
Puxepa:

X, = rbx,e ", (20)

n+
KOTOPOE ONHUCHIBACT AUHAMUKY Ka)KJI0TO BTOPOT'O IEMEHTa II0CIIEe0BaTeIbHOCTH X,,. BTopas nepemen-
Hasl y JIMHEWHO 3aBUCHT OT X: y, | = bx,. B pesynbrare nosilieHue CUIBHOIO pe3oHanca 1:4 B monHoi
cucteme (19) cooTBETCTBYET YABOCHHIO MEPUOA HETIONBWKHON Touku ypaBHeHUs (20), koTopoe mpo-
ucxomuT npH rb = ¢?. Torna mocneyromuii Kackas yIBOEHHs Mepuosia B otobpaxkenuu (20) MPUBOIUT
K MOSIBICHUIO pe3oHancoB 1:8, 1:16 u T. a. B cucreme (19). B mmockoctu (x, y) 3TH pe30HAHCHBIC THKIIBI
JIeKaT Ha HYIBKIIMHAX, KOTOPBIE TapaielbHbl KOOpAHMHATHBIM ocsaM (puc. 10, a u puc. 11, a). Boobme
TOBOpSI, MTOKa3aHHbIe Ha puc. 8—10 HyJIBKINHBI TOCTPOCHBI JUIS KaXJI0T0 U3 ypaBHeHHH (14), KoTopbie
MIPOUTEPUPOBAHHBI YETHIPE M BOCEMb pas3.

HHTepecHO mokas3arh, Kak MHUKIEI ypaBHeHUs (20) m3meHstoTes B cucteme (19) npu HeGOIBIIIOM
WU3MCHEHHH [TapaMeTpoB ¢ U p.

IIpouecc pazpyreHus: pe30HaHCHOTO 4-ITUKJIa TI0 MEPEe POCTa MapaMeTpa ¢ B JETaIIX OoKa3aH Ha
puc. 10. Ha puc. 10, b, ¢ BUIHO, YTO HYJIBKINHBI H3BUBAIOTCS, HO MO-TIPEKHEMY UMEIOT MepecedeHus
B TOYKax 4Pl. (i=1, 2,3, 4) u cocennux ¢ HUMHU ceanax. OgHAKO TPU HEKOTOPOM KPUTHUYECKOM 3Ha-
YEHHH ¢ WIN b 3TU TOYKH HUCYE3aloT, U (OPMHPYETCS TpeNieNbHas HHBapuaHTHas KpuBasi. B pesynbrare
paspyuieHre pe3oHaHca 1:4 cOOTBETCTBYET CEmI0-y37I0BOil (KacareiabHOI) OudypKary B 4eThIPEIKIAbI
HUTEPUPOBAHHOM OTOOpaxkeHwH (19).

Ha puc. 11 moka3an 8-ITUKII, KOTOPBIH JUTS IMOJHON cUCTeMBI (19) sIBIIIeTCS pe3ynbTaToM YABO-
eHUs Mepuoaa pe3oHaHcHoro 4-mukia (Ho He pezoHancoMm 1:8). Kak BugHo u3 puc. 11, B oTnudme ot
4-1myKiIa OH MMeeT KaK MMUHUMYM JIB€ Pa3HOBUAHOCTH, PEan3yeMble IPH PA3HBIX HAYAIbHBIX YCIIO-
BUSAX. OTH JBa 8-I[MKJA B IEPBYIO0 O4Yepeab OTIMYAIOTCS MOPSIKOM 00XOAa 3JIeMEHTOB LuKia (Iie-
PUONMYECKUX TOYEK 8P.), a HE TONBKO (ha30BBIM CIABMIOM NMEPEMEHHBIX X M y OTHOCHUTEIBHO JPYT
apyra (hazoBasi MyneTUCTaOMIBHOCTE). OnHako mpu p = 0 1 ¢ = 0 MHOXeCTBO 3HaueHHH (Ha30BBIX
HEPEeMEHHBIX B ACUMIITOTHYECKOM Cllyyae OTPaHMYCHO: BO3MOXHBIC 3HAYECHHUS X M Y JEXaT B y3Jax
MPSIMOYTOJIBHOM pemeTKH, c(hOPMUPOBAHHON HYIBKIMHAMHU cHcTeMBbI (19), KOTOpYIO0 IpOUTEpUPOBAIIH
BOoceMb pa3. [103ToMy B aCHMITOTHYECKOM ClIy4ae 8-LMKJIbI, IOKa3aHHbIC Ha pUC. 11, HMEIOT pOBHO e-
TBIpE, a HE BOCEMb, BO3MOYKHBIX 3HAYCHHUS IEPEMEHHBIX X U Y, KOTOPBIE YePeayI0TCs B Pa3HOM MOPSIKE
B 3aBHCHMOCTH OT Ha4yaJIbHBIX yCJIOBHUH.

2023, T. 15, \e 1, C. 75-109
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Puc. 10. CneBa — nmynbkiuHbl cuctemsl (19) npu p = 0, r = 20, (a, b) b = 0,6; (¢, d) b = 0,4; (a) ¢ = O;
(b) ¢ =0,005; (c) ¢ =0,027; (d) ¢ = 0,029. CnpaBa — npuMepbl TUHAMUKA YUCICHHOCTH
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Puc. 11. /IBa (u3 yetsipex) Buaa 8-1uxiios ypasHeHus (20) umu cucteMsl (19) mpup =0,r=35,b=04uc=0

5. IlonnkeHHas1 MPUCTOCO0JIEHHOCTb FeTEPO3UTOT B MOMYJISIIUM € ABYMS
CTAAUSIMU PA3BUTHS

B ciydae xorma penpomyKTHBHBIN TMOTEHIUAN © OTPEAESieTCs TeHETHYECKd OIHUM aJIalTHB-
HBIM ayTOCOMHBIM JIMAJUICIIEHBIM JIOKYCOM, YPaBHEHHS JTWHAMHUKH YHCICHHOCTEH BO3PAaCTHBIX TPYII
MOMYIISAAN TPEOOPa3yIOTCsI OYCBUIHBIM 00pa3oM M K HUM JOOABISIFOTCS] YPaBHEHUS TUHAMUKH YaCTOT
TeHOB, XapaKTepU3YIOIIHe W3MEHEHHE T'€HETHYECKOH CTPYKTYPHI B XOJI€ BOJIOINHU JIByXBO3PACTHOM
nomyisinuu [@pucman, Kaanosa, 2009]. [Ipu mI0THOCTHO-3aBUCUMOM JIMMUTHPOBAHUU POKIAEMOCTH
ypaBHeHus uMmeroT Buj [Heseposa, Knanosa, ®pucman, 2020]

Xpr1 = Tnn exp(—pxn - yn)’
yn+1 =X + CVn»
B Pr(Tapln +74,(1 = py)) 1)
dp+1 = w ’
n
R
Ppi1 = — >
yn+1

B CJIyda€ JIMMHUTUPOBAHUA BBIKMBACMOCTU MJIAJAICTO BO3PACTHOIO Kjlacca —

X+l = TnVns
Vo1 = X, (1 = x,) + ¢y,
_ pn(rAApn + rAa(l - pn)) (22)
qn+1 - r ’
n
3 x,(1 = x,)q, +cy,p,
Ppy1 = >
Yt
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rae p, M ¢, — 9TO 4acToTa ajulens A B CTaplieM M MIIQJLIEM BO3PAcTHOM KJIACCaX COOTBETCTBEHHO;
NAPaMETPBl 7'y 4, Iy, W Ty, XAPAKTEPU3YIOT PENPOAYKTUBHBIE MOTEHIMANIbI TEHOTUIIOB AA, Aa u aa
CTapuIero BO3PACTHOIO KIIACCA; I, = Iy, p2+2r aPn(1=Py) + 14,1 = p,)* — cpemHuii penpoayKTHBHBII
MOTEHITHAII.

B monensx (21) u (22) Ha ocHOBe aHAJIN3a YCIOBUI CYIIIECTBOBAHHS U YCTOWYMBOCTH HEIIOABHIK-
HBIX TOYEK TAKXKE€ MOKHO BBIIEJIUTH TPU TUIIA ECTECTBEHHOIO 0TOOpa B 3aBUCHMOCTH OT COOTHOLICHUS
PEIPONYKTHBHBIX MOTEHIUAIOB TeHOTUTIOB. OCTaHOBUMCS MOAPOOHEE Ha HOBBIX CYLICCTBEHHBIX (-
(hexTax, cBA3aHHBIX C HAJIMYNEM BO3PACTHOM CTPYKTYPHI.

I[Tpy NOHMKEHHOH IPUCTIOCOOIEHHOCTH T€TEPO3UTOTHI (7, , < min{r, ,, 7,,}) 06a MOHOMOP(HBIX
COCTOSIHMSL MOTYT OBITh YCTOWYMBBI, U CUCTEMA OKAXXETCSI B OJHOM W3 HUX B 3aBUCHMOCTHU OT Hadallb-
HBIX ycnoBui. [lpuuem ecnu B momyisuuu 0e3 BO3PAacCTHOM CTPYKTYpBI 3aBHCUMOCTH OT Ha4aJbHBIX
YCJIOBHUH BBINISIUT MPEIENBHO MPOCTO: MPH ¢, < ¢* OHA IOCTUTHET paBHOBecHs g = 0, ipu g, > ¢ —
paBHOBeCHs ¢ = 1, TO MOAETH CTPYKTYPHUPOBAHHBIX MOMYIAIUI YK€ UMEIOT BECbMa CIIOKHO OYepUeH-
HYIO 00J1aCTh IPUTSKEHUS! COOTBETCTBYIOLINX MOHOMOP(HBIX paBHOBecHH. CieoBaTe/IbHO, PE3ysIbTaT
0TOOpa B IMMUTHUPOBAHHOM MOMYIJISALMU 3aBUCUT HE TOJIBKO OT Ha4aJbHOM YacTOTHI pacCMaTpHUBAEMOI0
aJJIessl B MOIMYIISLUH, HO U OT YHCJIEHHOCTH U €€ BO3PacTHOIO COCTaBa.

31ech Takke BO3HHKACT dPQEKT JIOBYIIKH OMCTAOMIBHOCTH, KOTOPBIH 3aKIIIOYAETCsl B TOM, YTO
Oonee mepcnekTuBHas (popMa HE MOXKET €CTECTBEHHBIM 00pa3oM BBITECHUTH SIBHO Oosee ciadoro 1o
PENpOAYKTUBHBIM MOKa3aTesIM TeHETUYECKOTO KOHKYPEHTA.
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Puc. 12. BacceitHpl MPUTSHKCHUH YCTOMYUBBIX TUHAMUYECKUX PEKIMOB MozeH (2 1) mpu NOHIKEHHOH TPHUCTIO-
COOJIEHHOCTH T€TEPO3MIOT U 7'y, = 6, 7, = 2, v = 0,05, p = 0,2; (a, b, d) r,, = 6, (¢) r,, = 5,9. Cnpasa —
MPUMEPBI PSKUMOB TUHAMUKH. [Ipu OJJHUX HadaJbHBIX yCIOBUAX (0acceiiH moka3aH OClbIM) B HOMYIISIUHA YCTa-
HapiuBaeTcsi MoHoMopdusm g = 0, p = 0, mpu apyrux (6acceiiH mokasaH 4epHbIM) — MoHoMOpdu3M g = 1,
P = 1, a mpu Tperpux (6acceifH MOKa3aH CepbIM) — YCTAHABIMBAIOTCS YCTOHYMBBIC KOJICOAHUS YaCTOT TCHOB
C TepHoaOM 2

Bwmecrte ¢ TeM npu NMOHMKEHHOW MPUCIOCOOIEHHOCTH TE€TEpO3UIOT B MOJAEISIX C BO3PACTHOM
CTPYKTYPOH, Hapsy C BBUIBICHHOW M XOpOLIO IHMOHATHOM OMCTaOMIBHOCTBIO, CBSI3aHHOW C YCTOM-
YUBOCTBIO JBYX MOHOMOP(QHBIX COCTOSHHH, HECKOJIBKO HEOXHIAHHO OOHAPYKUBAETCS €lle OAWH —
TPETUI — yCTOMYUBBIN JTUHAMUYECKHH PEXKUM. DTOT PEKUM OKa3bIBAETCSI BO3SMOXKEH IIPH HU3KHUX 3HA-
YeHUsX K03(PUIMEHTa BbDKUBAHHS B3POCIBIX TOJIOBO3PEIBIX 0COOCH M 3aKIIIOYaeTCsl B IIUKIMUECKUX
KOJIe0aHHUAX TeHETHYECKOW CTPYKTYPBI, IIPU KOTOPHIX B YETHBIE T'OJIbI B MOMYJISAIMH MpeodafiaeT OJuH
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U3 ajurenel, a B HedeTHbIe ToAbl — Jpyroi (puc. 12). Hamndue Takoro pexknMa o3Ha4aeT BO3MOKHOCTb
YCTOMUYMBOW MEPBUYHOM T€HETHYECKON NuBepreHiun (JuddepeHnuannm) ocodeil pa3HbIX MOKOJICHHUH.
BrIsBIIEHHBIN IEPUOAMYECKUIN PEKUM Pean3yeTcs PH OMpPEACTICHHBIX HadyalbHBIX YCIOBHAX, TO €CTh
UMeeT CBOW OacceiiH MPUTSDKEHUH, U TeM 0oJiee BBIPAXKEH, 4eM OOJIbIIE M3OJSAIUSI MEXIy MOKOJIEeHH-
SMH, TO €CTh YeM MEHbIIE ITTOJIOBO3PEIBIX 0co0eil BBDKHMBaeT. B kadecTBe KpalHEro npumepa Ipo-
SBJICHUS ATOTO PEXHMMa JWHAMHKH (TIPH MOJHON M30JIALUU MEXIY MOKOJIECHUSAMH) MOKHO OTMETHUTHh
BBIPOKEHHYIO aJUTO3MMHYIO0 TU(G(GEPCHIIMANNIO TONMYJISAIHA THX0OKeaHCKod ropOymu (Oncorhynchus
gorbuscha), Bujia, HEPECTYIOLIETO HA BTOPOM IOy JKM3HU. brarogaps 3Toit 0COOCHHOCTH B OTHOM peke
Pa3sMHOXKAIOTCSI 0COOM YETHBIX W HEUETHBIX TeHEePaIfii, MEX/Ty KOTOPBIMH CYIIECTBYET KEeCTKask Perpo-
JTYKTHUBHAS U30JIMsL. B pesynbprare aBe cyOmOMyNsAiny Y€THBIX U HEUETHBIX JIET TOPOXKIAIOT ABYXJIET-
HUl K. Ha ocHOBe aHHBIX 00 ayUI03UMHON M3MEHYHBOCTH OBLTO TIOKAa3aHO HAJMYWE 3aMETHBIX Te-
HETHUYECKUX Pa3INIHid MEX]y TIOKOJICHUSIMH YETHBIX U HEYETHBIX JIET, KOTOPbIE H JJIEMOHCTPUPYIOT BbI-
SBJICHHBIN A3 dekT reHeTnueckoit nuddepenuunarmu [[Tycrosoiit, 2011; [Tycrooiir, 2017; IomnecHbIX,
KyxieBckuit, bprikoB, 2019]. Takum 006pa3oM, MBI BUIUM, YTO HapsITy C U3BECTHBIMU M OXKHIIACMBI-
MU PEeXHMaMHU BOJIOIMOHHON JUHAMHUKHU B paMKax Ja)ke MPOCTEHIINX Mojieneld oT0opa MposBIIsSIOTCS
HOBBIE U MHTEPECHBIE APQPEKTHI, TPEOYIOIINe JaTbHEHIIET0 UCCISJOBAaHUS U OCMBICIICHUSI.

Pe3ysabTarnl U 00cyKaeHne

ITomBeneM UTOTM U MEPEUYUCIUM CLEHAPUU Tepexojia OT OMCTAOMIIBHOCTH K KBaJIPOCTAOMIIBHO-
CTH B TIOIMYJISIIIMOHHBIX MOJEJIAX, a TAaKXKe MPOBEJIEeM HEKOTOPOE COMOCTaBJICHUE TONYYEHHBIX Pe3yiib-
TaTOB C PEATIbHBIMU OMOJIOTHYECKUMU CHCTEMaMHU.

B Monenu 3BONIOIMH CHCTEMBI U3 JIBYX OIUHAKOBBIX IO YHCICHHOCTH IMTAHMUKTHYHBIX MEH]Ie-
JICBCKUX OJIHOJIOKYCHBIX JIMAJUICIIbHBIX MOMYJISIIMN, CBA3aHHBIX MUTPAIIMOHHBIMH TOTOKAMH ¥ HAaXOJIsI-
IIUXCS TIO]T JCWCTBUEM €CTECTBEHHOTO 0TOOpa, HANpPaBIEHHOTO MPOTHB TETEPO3HUTOT (IU3PYNTHBHBIN
0oTOOp), TO €CTh B MOJCIH, OIMUCBIBAEMOI cHcTeMoi (4), epexon OoT OMCTAOMILHOCTH K KBaIpOCTa-
OMIIBHOCTH MPOUCXOAUT CIIeAYIOINM o0pa3zoM. Ilpu nocrarouno OonbIIMX 3HAUEHUSAX Kod(duuneHTa
MUTpaIuu (m < —i) cucreMa OMCTa0MIIbHA: €CTh JIBA YCTOWYMBBIX MOHOMOP(MHBIX COCTOSHHS C HY-
JICBOM KOHIIEHTpalueit aubo amens A, nub0O ajuieis a BO BCeH CHCTEME W LEHTPAJbHOM CeIOBOM
TOYKOM C paBHBIMH KOHIIEHTpanusMu oboux amieneil. [Ipu ymenbiiennn xoddduimenta Murpamnuu
CHauaja OT LEHTPAJIbHOM HEyCTONYMBON TOUYKU OTIIEIUIIETCS Iapa HEYCTOMYHMBBIX CEIUIOBBIX TOUEK,
COOTBETCTBYIOIIMX T€HETHYECKOH JWBEPreHIMH. 3aTeM 3TH COCTOSHUS MPUOOPETAIOT YCTOHYHMBOCTH
(TIpeBpamaTcst B yCTOMYHUBBIC Y37Ib1), TIOCIE TOTO KaK OT KaKIOW CEUIOBOM TOYKH OTIICTUISICTCS IO
nape HOBBIX ceflell. B pesynbrare mpu m < —F IMHAMMKa CHCTEMBI (4) OKa3bIBAaeTCs KBaAPOCTa-
OMJIBLHOM, TO €CTh B 3aBUCUMOCTHU OT HAYaJIbHBIX YCIOBHH C TCUCHHEM BPEMEHHU CHUCTEMa CTPEMUTCS
K YeTBIPEM MPUHIUITHNAIBHO PAa3HBIM COCTOSIHHAM: MOHOMOP(HOMY COCTOSIHHIO C HYJIEBOW KOHIIEHTpa-
nuei amtens A win a 1ubo K MOTMMOP(GHOMY ¢ HEpPaBHBIMH KOHIIEHTPAIUSIMU — C TpeodiialaHueM
TOTO WJIM MHOTO aJuIesl.

B ciygae korma cuctemMa COCTOUT U3 Pa3HOBEIMKHUX (IT0 YUCIICHHOCTH ) OMYJIAIni (crcrema (6)),
CIIeHapuil Tepexona OT OMCTAOMIBHOCTH K KBaJAPOCTAOMIBPHOCTH HECKOIBKO OTIMYACTCA. 31eCh MPHU
YMEHBIIeHNN Kod(puimeHTa Murpanuii mapsl JONOJTHATEIBHBIX TOYEK HE OTHICTUISIFOTCS OT HEYCTOMN-
YHUBBIX CEJIJIOBBIX TOUCK, & POXKIAIOTCS B PE3YyJIBTATe CEIUI0-y3JI0BON OM(ypKaIUK, TIPH 3TOM OJIHA TOYKa
Ka)XXJIOH TTapbl OKa3bIBAETCsl CEIUIOM, a JIpyras — yCTOWYMBBIM y3ioM. Cucrema (6) Takke OKa3bIBaeTCs
KBaJJpOCTAOMIIbHOM.

PaccmoTpuM Tereph KpaTko, HACKOJIBKO TOJYYEHHBIC 37I6Ch MOJENbHBIE Pe3yJbTaThl COOTBET-
CTBYIOT HAOJIOJICHUSIM MPOSIBIICHUI FCHETUYECKOU JMBEPICHIIMH B PEabHBIX MOMYJISIIIMOHHBIX CHUCTE-
Max. Boobie, cooOmienns 00 yCTOHYHBOM IEpBUYHON T€HETHYECKOW JUBEPTeHIINN TPUPOIHBIX ITOITY-
JAIMHA, OOUTAIOIMX HAa OJHOPOIHOM apeajie, BechbMa MajoduucieHHbl. Puuapxa JleBontun [JIeBoHTHH,
1974] oOBSCHSIET 3TO TeM, YTO HCCIEAOBATEIN OOBIYHO HE COOOIIAOT B IE€YaTH O CBOMX IOTMBITKAaX
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HAWTH KOPPEISLINIO0 MEXTy TeoTrpagpuuecKoil I3MEHUYNBOCTBIO U CTETICHBIO JIEHCTBHS KaKOTO-TM00 TpH-
pomHOro (hakTopa, €CAM OHU MOTYUMIIH MPH ATOM OTPULIATEIBHEIN pe3yinbTaT. TeM He MEeHee MpUMEephI
TaKUX HUCCIEAOBAHUI MOXHO HaWTH. MIHTEepecHbIe Cilydyan YCTOMYMBOM MPOCTPAHCTBEHHON reTeporeH-
HOCTH (PEHETHUECKHUX CTPYKTYp MPUPOIHBIX MOMYIIuii onrcansl B padote FO. H. HoBoskeHoBa ¢ coas-
topamu [HoBoxkeHoB, beperoroii, XoxotkuH, 1973]. B aroit padore 0OHapyXKEeHBI, B YaCTHOCTH, CHJIb-
HBIC PA3JIMYUs 110 KOHIIEHTPAIMK MOP} B TpeX (IBYX CMEKHBIX U OJIHOM IIPOCTPAHCTBEHHO YIaJICHHOM )
MOMYJINUAX Maickoro xpyma (Melolontha hippocastani), mamopdHBIX 1O OKpacke ocobel. Ipuuem
B OJIHOW M3 CMECHHBIX MOMYJISIMIA CYIIIECTBEHHO Mpeodiiaaia onHa u3 Mopd, a B IPyroi CToJb ke Cy-
IIECTBEHHO Ipeoliiafana aabTepHaTHBHAs Mopda. DTH pas3indus B KOHIEHTPAIUAX MOP( YCTOHUNBO
COXPAHSJIUCH B TEUCHHE S5-JIETHETO MEPHUONa HCCIEAOBAHUN. ABTOpaM HE yIaioCch OOHApYXKHUTH pas3-
JMYUH B MIOYBAX, TUIAX Jieca, PACTUTENFHOM TIOKPOBE Ha TEPPUTOPHX, 3aHITHIX pacCMaTPHUBAEMBbIMHU
MOMYJISIASMA XpyIIed. becrepcreKTHBHOM 0Ka3anachk U MOMBITKA CBSI3aTh OKPACKY KYKOB C BO3PACTOM
BEIpyOOK. Takum 00pa3om, €cTh BECKHE OCHOBAHMSI IMOJIAraTh, YTO MBI UMEEM JIEJI0 C ITUBEPreHIUCH
Ha OHOpPOJHOM apeaine. OqHako OoJiee CTPOro MoKa3aTh BOSMOKHOCTh T€HETHYECKOM TMBEPTeHIINN Ha
OTHOPOIHOM apealie ¥ MaKCUMAJIbHO UCKIIOUUTH MPU ITOM BIUSHHUE TETEPOrCHHOCTH YCIOBHM CyIIe-
CTBOBaHUSI MOYKHO TOJIBKO B JIAOOPATOPHBIX YCIOBHSIX.

B xonne 70-x rogos HO. I1. AntyxoB ¢ corpynHukamu [AntyxoB, bepnameBckas, 1978; AntyxoB
u ap., 1979; Anryxos, bepnamesckas, 1981] nposenn 3xcrepuMeHTaIbHOE MOJETUPOBAHNE TeHEeTHYe-
CKHX TIPOIICCCOB B IMOMYJIAIIMOHHOM cucTeme nposobun (Drosophila melanogaster). U3ydanacy nuHa-
MUKa aJUIeTFHBIX KOHIICHTpAIuil B cucteme u3 30 SIIUYHBIX MOy, TOCIeI0BATEIHHO CBI3aHHBIX
MUTPAIMOHHBIME ITEPEX0JJaMH B KOJIBIIEBYIO CTPYKTYpY. CpeHsisl YNCIIEHHOCTh 0co0ei B SIIMYHOH 110-
nymsiun coctaBisia 135 ocobeii. Cpenauii K0d)OUIIMEHT MUTPALUH 71, ONIPEICICHHBIA B CIICIHAab-
HOM JKCIIEpHMEHTE, cocTaBisieT mpuonusntensHo 0,03. B kadecTBe 0JJHOrO M3 TeHETUIECKIX MapKEpOB
ObUT BEIOpaH ayTOCOMHBIHN JIOKYC, KOAUPYIOLINI CHHTE3 2IeKTPO(YOPETHUECKH Pa3IUIMMbIX BAPHAHTOB
a-rmanepodocdaraeruaporenassl (-1 2 amiens, 11 xpoMmocoma), HacIeIyIOMHUXCS KOTOMUHAHTHO.

B onuH U3 OTCEKOB MOIMYISIIIMOHHOTO SITUKa ObLTH TIoMeIeHb! 150 map reTepo3uroTHRIX CaMIOB
u camok D. melanogaster, uM ObUIa TIPEAOCTABIICHA BO3MOXKHOCTh CBOOOIHO Pa3MHOXAThCS M pacce-
TAThCA 110 apeainy. [locie 3aceneHns BceX OTCEKOB W CTaOMIIM3alii YHCICHHOCTH MyX ObllIa OCHOBaHa
MAaHMUKTUYCCKAsl TOMYISIUS TOHM Ke (CyMMapHON) BETUYHHBI, MPAKTUYECKU TOTHOCTHIO BOCIIPOU3BO-
JUBIIIAsi TeHO(MOH] KOJIBIIEBOM CHCTEMBI. Uepes KaXk/ible HEeCKOJIBbKO ITOCIIEI0BaTENbHBIX HEllepeKpPhIBa-
FOIIIUXCS TTOKOJICHUN U3 KaXKIIOM CyOIOMyISIIIIK HCCIenoBainock B cpearemM mo 40 myx (mpumepro 30 %
OT CpellHel YHCIeHHOCTH CyOIOMyIsIUN) U ONpeNesuTuCh KOHLeHTparuu auteneit a-I/11. Pacnpene-
nenne 9acToT ayuieneit a-I'JII" mo cyOnomyssiusm KOJIbIIeBOH CHCTEMBI IOCTaTOYHO OBICTPO MPHOOPEITO
BUJ| HECKOJIBKMX BBIPAXKECHHBIX MMHUKOB, KOIJA B PSJIC CMEXKHBIX MOIMYJISIIIMNA OKa3aJICs MOUTH (PUKCHUPO-
BaH OJIMH U3 aJUlesiel, a B psje APYTHX CyONOMyIsInii oKa3aycs MouTH (UKCHPOBAH abTepPHATHBHBIHN
ajenb. JTa CTPYKTypa HOCTATOYHO CTAOMIBHO COXpPaHsIach BO BpeMeHH. [Ipu 3ToM cpeaHsis KOHIICH-
Tpauust ogHoro u3 ayuene a-I'/[[" B konblieBol cucteMe HEMHOro mojpocia 3a 60 mokoJeHui, B TO
BpeMsl KaK B MAHMUKTHYHOW MOMYJISIIIUK 3TOT aJlielib (JaKTHUECKU MOJTHOCTHIO BBITCCHHII JIbTCPHATHB-
HBIN ayutenp u3 nomyssiiun. OneHka koG GUIIMEeHTOB 0TOOpa TI0 TUHAMUKE ajuiesield B TaHMUKTUIHOR
TOMYIISIUY TIPUBOTUT K BHIBOAY O HAJTUYHMH ITU3PYNITUBHOTO O0TOOpa MpH MOHMKEHHOM PUCIIOCO0ICH-
HocTu retepos3urot [XKmanosa, ®pucman, 2022]. ConocTaBieHHWe JaHHBIX SKCIIEPUMEHTA C Pe3yJbTa-
TaMH MOJEIHPOBAHHS TIO3BOJSIET YBEPEHHO 3aKIIOUUTh, 4TO B mocTpoeHHoi 0. I1. AnTyXoBeIM ¢ co-
TPYIHUKAMH UCKYCCTBEHHOM MOMYISIIIMOHHON CUCTEME HABEPHSIKA UMET MECTO TU3PYNTUBHEBIN 0TOOD,
KOTOPBII CIIOCOOCTBOBAJ MEPBUYHON T'€HETHYECKON TUBEPTCHIINU CYOIIOMYIISIIHHA.

B MoJIeKyJISIpHO-TEHETUYECKUX HCCIIEJOBAHMSX, IOCBSLICHHBIX T€HETUYECKOM JMBEPreHLNU
B KOHTEKCTE BHI000pa30BaHMs NPHPOAHBIX HOMYJSALMH, Yalle BCErO CpaBHUBAIOTCS ABe (min 0o-
Jiee) M30JUPOBAHHBIC MOMYISAINH, KOTOPBIE Pa3AeMINCh HEKoTopoe Bpems Haszan. CyliecTByeT MHO-
JKECTBO IMPUMEPOB POJACTBEHHBIX MOMYJISIHNA C CYIIECTBEHHBIMU (HIIOTCHETHYCCKUMHU Pa3InUUsIMHU.
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Hanpumep, monymsiuu roneia poxga Salvelinus B 03€pHBIX U 03€PHO-PEYHBIX CHCTEMaX ITOIyOCTPOBA
Kamuarku [CammenkoBa u np., 2005]; cepedpucras canamanzapa (Plethodon glutinosus), oburaromas
B HECKOJIBKUX FOKHBIX mTatax CILIA [Smith et al., 2018]; nmuneitnas mxenuncus (Jenynsia lineata) —
HeOOoIbIIas JKUBOPOIAIIas peida, oduraromas B FOxuoit Amepuke [Brifioccoli et al., 2021]; cunecniun-
HBIH JlecHOW TeByH (Dendroica caerulescens), ooutaronmii B CeBepHOW AMEpHKE, C BBIPAKCHHBIM
JICIICHUEM Ha CEBEPHYIO W IokHYyro nomyisiuu [Davis et al., 2006]. KoneuHo, pu BceM pa3HooOpa-
3UH IPUYHH Pa3fAeNeHus dTHX OIS MOYKHO 3aMETUTbh, YTO ISl HUX XapaKTepPeH AU3PYITHBHBINA
(paspsIBatomuii) 0TOOp MO psAAY MPU3HAKOB, MOJ JIEHCTBHEM KOTOPOTO MOSBIISIOTCS JIEMEHTHI Perpo-
JYKTUBHOW M30JIAIIUS MEXTy KpaitHuMmu (opmamu. B pesynbrare pacceieHns Ha OOJBIIHE PacCTOSHUS
JIOTIOJTHUTEIPHO BO3HUKAJIA MPOCTPAHCTBCHHAS M30JISIIIUS ¢ HEOOIBIIUMH 30HAMHU THOPHIU3AIIH.

Pe3ynbTarel TEOPETUUIECKUX HCCICAOBAHUNA MAaTEMAaTHMUECKUX MOJEICH ABOJIONUH, MTOKA3aHHBIC
B JJaHHOM 0030pe, MO3BOJIAIOT MO-APYTOMY B3DISSHYTh HA MPUYMHBI U MEXaHU3MBI BUI000pa30BaHUS.
B wacTHOCTH, CTAaHOBUTCS SICHO, ITOYEMY Ja)Ke TIPH MHHUMAJBHBIX Pa3IMYMAX B HAYaJIbHBIX YUCICHHO-
CTSIX WJIM COOTHOIIICHUHM T€HOTHUIIOB B PAa3HBIX YACTIX apeajia M3-3a MalbIX BO3MYIICHHH CO BPEMEHEM
HAKaIUTUBAIOTCS TeHETUYECKHIE Pa3IMydus U MOMYJISIAA Pa3ieIIoTCs 1aXe MPH HeOObIIOW MHUTPAIlUU
MEXIY YIAJICHHBIMU ydacTKamu. OMHCaHHBIN Mepexon OT OMCTaOMIBHOCTU K KBaJIpOCTAOMIBHOCTH,
0 BCEH BUANMOCTH, 37I€Ch UTPAET KIIFOYEBYIO POITb.

B cucreme n1Byx MUTpallMOHHO CBSI3aHHBIX MOMYIALNN, KaKIasi U3 KOTOPBIX OIUCBHIBAETCS ypaB-
HenueM baspikuna (Momens (9)), HaOmOmaeTcsl aHAJOTHYHBIN ¢ cUCTeMOol (6) ciieHapuid mepexoma OT
OucTaOMIBHOCTH K KBaApocTabuiabHOCTH. Hebonbioe paszinndue cBA3aHO TOJIBKO ¢ U3MEHCHHUEM CHM-
METPUHU CTPYKTYPBI OACCETHOB MPUTSHKEHUI pa3sHBIX YCTOMUMBBIX COCTOSIHHMN MPHU BapHUallil MOJEIb-
HBIX [TapaMETPOB.

B Monenax AMHaMUKH 9MCIEHHOCTH, OCHOBAaHHBIX HAa PEKYPPEHTHBIX YPaBHEHHIX, UMEET MECTO
nepexon HeMHOro apyroro poxa. ITpoucxonut nepexon ot ¢azoBoit ductabuIbHOCTH 2-1MKIA K (a3o-
BOU KBaJIpOCTa0MIBHOCTH, KOTOPBIH CBSI3aH C MOSIBIICHUEM aCHHXPOHHBIX 2-ITUKJIOB, a HEe ¢ OudypKarm-
MU COCTOSIHMH PaBHOBECHsI (HEIIOABMKHBIX TOUYEK). MIHTEepecHO, UTO AJIsl CUCTEMBI IBYX IOITYIISLIUM,
CUMMETPHYHO CBSI3aHHBIX MuUrparueit (cucrema (14)), cuenapuit aToro nepexona (hakTUYECKHA aHATIO-
TMYEH CLEHApUI0 BOSHUKHOBEHMS KBaAPOCTAOMJIBHOCTH YacTOT aJulesiell B CHCTEME ABYX HOMYISLMN
MIPYU MOHMKEHHOW MPUCIIOCOONIEHHOCTH TeTepo3uroT (Monenu (4) u (6)). JlelcTBUTENBHO, NPH JOCTa-
TOYHO BBICOKOM KO3(QULMEHTEe MHUIpalMid B pe3ylbrare MepBoi Oudypkanuu (Iepexoxn pernpomsyk-
THBHOTO MOTEHIIMAJIA Yepe3 e”) HeHyleBas HETOIBUKHAS TOYKa CHCTeMBI (14) TepseT yCTOHYMBOCTD,
U TIOSIBJISIFOTCSL SJIEMEHTHI YCTOMUMBBIX CHH(A3HBIX 2-1UKIOB. [Ipn yMeHblIeHnH K03 (ULIMEHTa CBA3U
OT HEYCTOWYMBOM TOYKU OTIIEILISETCS €lle Iapa PEeLIeHHH, COOTBETCTBYIOLIAS JIEMEHTAM HEYCTOW-
YMBOTO MPOTHBO(AZHOIO LMKIA IMHOM 2 — 2,-umkia. [Ipu manbHelmeM yMeHbIIEHWM IapameTpa
MUTPALHH OT KaXKJIOTO JJIEMEHTA 9TOT0 MPOTHBOMA3ZHOTO 2 -IMKJIA OTHIEIUIAETCS €Ile Napa PEIeHuH,
COOTBETCTBYIOIIMX 3JIEMEHTaM HEyCTOWYMBBIX HECHH(A3HBIX 2-IIUKJIOB ¢ YaCTHYHOHN MPOTHBO(hA3HON
CUHXpoHHM3anKel (O3 3axBara aMIUIMTY/Ibl), & CaM 2 -[MKJI CTAHOBHUTCS yCTOWUMBBIM. Takum oOpa-
30M, MPH AOCTATOYHO cIa0OW MHTPALlMH, B 3aBUCHMOCTH OT Ha4aJbHBIX YHUCIEHHOCTEH, TPaeKTOPHS
cucrembl (14) cTpeMHUTCS K OHOMY M3 YETHIPEX BO3MOXKHBIX YCTOWYMBBIX cOCTOsHUI. JInGo x oxHO-
MY M3 JBYX YCTOWYMBBIX CHH(A3HBIX 2-IIMKJIOB (COBMAJAIOIINX 1O (azaM ¥ aMILTHTYIAM IS KaKIOH
HOMYJISIUH, HO Pa3jInyaroInuXcsl MeXay co0oil o ¢azam), 1160 K 0OZHOMY M3 ABYX YCTOHYHBBIX IPO-
TUBO(DA3HBIX 2,-IMKJIOB (COBNAJAOIIMM [0 aMILUTUTYE, HO Pa3IMYAOIIMXCS MO (asaM Kak MEKIy
HOMYJSINUSMHU, TaK U Mexay coooii). Kak un B ciayuae mozmenu (4), B 3TOM ciydae IOIOJIHHUTEIbHbIC
TOYKH OTLIETUISIOTCS OT HJIEMEHTOB POTUBO(YA3HOTO 2 -[IUKIIA U OKPYKAIOT €ro. Bo3amoxHo, B 0TCYT-
CTBHME PABHOBEJIMKOCTH IOMY/SIUMI (HEpaBHbIC YUCICHHOCTH) BO3MOXKCH Oosiee o0 (Kak B Moze-
1 (6)) creHapHii nepexona K KBaJpocTaOMIbHOCTH. BepoaTHO, OH BOZMOKEH IS TIOMYJISALINI, KOTOpBIE
MMEIOT pa3Hble M0 BEJIMYUHE SKOJOIMYEeCKHe HHILIU, UM pa3Hble COOCTBEHHBIE CKOPOCTH POCTa, UIIH
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pa3IMYaoIIrecs 0 HHTEHCUBHOCTH TTOTOKH MUTpanui. be3 coMHeHUs, 3TO TpeOyeT TOMOTHUTEIBHBIX
HUCCIICIOBAHUH.

BooOriie roBopsi, mepexo/] K IMUKINYSCKON TUHAMUKE (IIePEeXO/Ibl MEX/Y MEPUOIMYSCKUMHU TOU-
KaMH), a He K e[MHCTBEHHOMY COCTOSTHHUIO PAaBHOBECHS ITOMYIISAIIUH, SBISACTCS TUITUYHBIM ITOBEIEHUEM
MHOTHX PEaIbHBIX MOMYJISAIUI, U O IPUIMHAX TAKOTO JUHAMUYECKOTO MMOBEJICHHS IO CHX TIOP HET e/u-
HOW TOYKH 3peHus. [[UKiIpl HEeOOMBIINX JUTMH XOPOIIO M3BECTHBI, HAIPUMED, JUIS MOMYJISIIHNA MEITKAX
MJICKOIIUTAIOMIUX (II0JIeBKA, JISMMUHTH, 3alllbl U JIp.). Kak npaBuio, peub HICT O IUKIAX, Y KOTOPBIX
HET ITOJTHOTO COBMAJICHUS 3HAYCHUH B MIMKaX YUCIEHHOCTEH BO BpeMEHHOM psiiy. OHAKO COXpaHSIOTCS
MHTEPBAJIbI MEXK]Ty ITMKAMH, TO €CTh cOXpaHsieTcs (a3za kojaeOaHuii. AGCOIIOTHBIC KE 3HAUCHHUS [TOJ[BEp-
JKEHBI CITydailHbIM (IIyKTyalusM W3-3a Pa3HBIX BHENIHUX (akTopoB. Bmecte ¢ Tem IIsi OTMEYEHHBIX
BUJIOB OIMCaHA OIpE/e/ieHHAss U3MEHYMBOCTD JUIUH TAKUX IUKJIOB (BPEMEHU MEK/Y MHKAMU YUCIICH-
HOCTEH) OT OIHOM TEeppUTOpHHU K apyroil. Hampumep, B CTpyKType TUHAMUKH CKaHAMHABCKUX ITOIY-
nsui peokedt oneBku (Clethrionomys glareolus) xopomno u3BeCTeH reorpa@uIecKuidl TPaaueHT, CBSI-
3aHHBIN C MEPEXOJIOM OT HEIUKIMYECKON JMHAMUKHU B FOXKHBIX PETMOHAX K LIUKJIAM C eproaoM 2, 3, 5
(m G6onee mmuHHBIM) Ha ceBepe [Steen, Ims, Sonerud, 1996]. Takoit mepexon MeXIy MUKIAMHA C pPa3HOM
JUIMHOW COTIPOBOXKIAETCS CMEHOM COITacOBaHHOCTH ((hpa3oBasi CHHXPOHU3AIMS) JMHAMUKU T'PBI3YHOB,
a TaKKe MUTAIONIMXCS MU XHUITHUKOB (JIUCHI, mecbl B nTuIel) [Sundell et al., 2004; Henden, Ims,
Yoccoz, 2009] Ha ymajdeHHBIX TEPPUTOPHUAX. 37ECh MHTEPECHO, YTO C POCTOM JUJIMHBI ITUKIA C FOTa
Ha ceBep KoJieOaHWs MOIYJISIHIA TOJIEBKA M XUIIHWUKOB OKa3bIBAOTCS CHHXPOHHBIMH Ha JTOCTATOYHO
OOJIBIIMX PACCTOSIHUSX U MEHEE CHHXPOHHBIMH Ha tore. JI[pyruMu clioBaMHu, MMEIOT MecTo (hazoBast
CUHXPOHH3AIHS YIAJCHHBIX (ITPSIMO HECBSI3aHHBIX) TOMYIAINANA U OTCYTCTBHE CHHXPOHW3AIIUU CMEXK-
HBIX TOIYJISIIHMA, KOTOPbIE CIIOCOOHBI OOMEHUBATHCS MUTPAHTAMH.

C npyroit CTOpOHBI, TCOPETUUECCKUE UCCICOBAHNUS MUTPAIIMOHHO CBS3aHHBIX MOMYJISINI (MeTa-
TIOMYJISANNS), B TOM YHCJIC NIPUBEACHHBIC B HACTOSIIEH padoTe, YKa3bIBAIOT CYIIECTBEHHYIO POJIb CHH-
XPOHU3AINHU JUTSI COXPAaHEHUS W YCTOWYUBOTO Pa3BUTHS IOIYJAIUNA Ha OOMIMPHBIX apeanaxX. B gact-
HOCTH, Ha TPOCTEHINNX MOACIAX JWHAMUKH METAMOMyISIUNA MOKAa3aHO, YTO TOJHAs CHHXPOHHU3a-
WS JWHAMHAKYU TIOMYJISIUN SIBISIeTCS TPEeBOXKHBIM cuMiitoMoM [Earn, Rohani, Grenfell, 1998; Earn,
Levin, Rohani, 2000]. beuto nokaszano, 4to KaracTpopuueckoe CHHKCHHE YUCICHHOCTH JIMIIb Ha Of-
HOM YYacTKE YBEIMUYMBACT PHCK IOJHOTO BEIMHPAHHS HAa BCEM apeaje MMEHHO B Cydac IMOJHOCTHIO
CUHXPOHHON JWHAMHKHK Ha Bcex yudacTkax [Earn, Rohani, Grenfell, 1998]. Kpome Toro, B paborax,
MTOCBSIICHHBIX HEIOCPEACTBEHHO Moxaeau (14), mpsiMo MmoKa3aHo, YTO MEPEXOM OT IMOJHOH CHHXPOHU-
3alUu K MPOTUBO(A3HOHN MI00ATBHO CTAOMIM3UPYET JTUHAMHMKY CHCTEMbl PaBHOBEIMKHUX W CHMMET-
PUYHO CBSI3aHHBIX MMOMYJISIMHA 33 CYET PacIIUpPEeHHsT 0ACCEHHOB MPUTSKCHHS MPOTHBO(AZHBIX PEKH-
MoB [Gyllenberg, Soderbacka, Ericson, 1993; Udwadia, Raju, 1997; Wysham, Hastings, 2008; Kya-
koB, ®pucman, 2010]. OmHAKO TIPOUCXOAMT ITO B CIIydae CIA00W MUTPAITMOHHOHN CBSI3H, a IS CHIIBHO
CBSI3aHHBIX MOIMYJISIIUN BO3MOXKHA JIUIITH TOTHAsS CHHXpoHU3anus. CHITy CBSI3U 37I6Ch MOYKHO HHTEPIIpe-
THPOBATh KaK yNaJCHHOCTH JIOKATHHBIX YUACTKOB: COCEIHHE YUACTKU CHUIIBHO CBSI3aHBI MEXKIY COOOM
Y MHTCHCHBHO OOMCHHMBAIOTCS MUTPAHTAMH, a yIaJieHHBIC cJIabo cBsA3aHbl. C APyroil CTOPOHEI, peallb-
HBIC TIOMYJSIUU OOBIYHO HEPABHOBEIUKUE U CBSI3aHBI HECUMMETPUYHO, W TIOPTOMY 1T HUX BO3MOXKHA
JUIIb (a30Bas CHHXPOHU3AIMS HAa CMEKHBIX ydacTkax. [Ipu MomeIrpoBaHUH TaKHX ITOMYJISIIHA OBLIO
MOKa3aHo, 4TO (ha30Basi CHHXPOHHU3AIUS TAK)KE CIIOCOOHA MONICPKUBATH YCTOMUNBOCTh BCE CHCTEMBI
MOMYJISAAH, HO IPUBOIUT K MIPOCTPAHCTBECHHOHN JMHAMUKE THITA «OeryInas BoJHa», 0COOCHHO B ClTydae
CIOKHOHN (Xa0THUYECKOW) MUHAMUKH JIOKANBbHBIX momyisiuil [Blasius, Huppert, Stone, 1999]. Moxno
MIPUBECTH TIPUMEP MTOMYIISIHHA TOJIEBKU Ha ceBepe AHIIUH, IS KOTOPBIX CTAaTHCTHYCCKUMU METOIaMHU
oOHapyKeHa IPOCTPAHCTBEHHASI BOJHA KOHIICHTPAIIUU 0COOCH M MOKa3aHO CHIDKEHUE CHHXPOHHU3AIUU
¢ paccrossuueM [Mackinnon et al., 2001]. Cxoxue peKUMbl THHAMUAKH YHCICHHOCTH OBLIH ITOJTYYCHBI
JUISE MOZICTIBHBIX MeTarnonyisiiuil gposodun (D. melanogaster) — xoinel u3 Kamep, Tle OHU MPOKHUBA-
IOT ¥ M@XJIy KOTOPhIMH OHU CBOOOmHO MurpupytoT [Mueller, Joshi, Borash, 2000; Dey, Joshi, 2018].
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ITo Bceii BuauMocTH, nepexon oT (a3oBoil OMCTAOMIBHOCTH K KBaZpPOCTAOMIBHOCTU B IPUBEICHHBIX
MIPUMEpPax UTpaeT BaXKHYIO POJib I (POPMHUPOBAHNUS YKa3aHHBIX THIIOB NPOCTPAHCTBEHHO-BPEMEHHOM
JUHAMUKH.

WuTepecHo, 9TO B IPyTUX MOJEIAX C IUCKPETHBIM BpeMEHEeM HalOJrofaeTcs oOIuii HeCHMMET-
PUUHBINA clieHapuii Tepexona K KBajpocTabmiabHOCTH. Hampumep, B ypaBHeHuu Puxepa ¢ mepmoan-
YeCKH MCHSIOIIMMCS MalIbTy3uaHCKuM mapameTpoM [Sacker, 2007; IlLmrodman, @pucman, HeBeposa,
2017] npoucxoaut nepexos ot (Ha3oBol OMCTAOMILHOCTH 2-I[UKJIA K KBaJAPOCTAOMILHOCTH, KOTOPBI
Tak)Ke CBsI3aH C MOSBIEHUEM NPOTHBO(a3HBIX 2-NMKIOB. OHAKO CIIEHApUI ATOTO Tepexona Ooplie
HAIIOMHHAET CIICHapUH BO3ZHUKHOBEHUS KBaJIPOCTAOMIBHOCTH B MOJETH AUHAMHUKHU YHCIEHHOCTH JIBYX
MUTPAIMOHHO CBS3aHHBIX NOMymsanuid (Monens (9)), Kakaas W3 KOTOPHIX OIHCHIBACTCS YpaBHEHHUEM
baspikunHa. JleficTBUTENbHO, 31€Ch MPH POCTE MAJIBTY3HAHCKOTO MapaMeTpa 3JIEMEHThl aCHHXPOHHBIX
IIUKJIOB HE OTHICTIISIOTCS OT HEYCTOMYMBOW PaBHOBECHON TOYKH, a POXKJAIOTCS B pe3ysbTare Ceujo-
y3710BoH (KacarenbHoi) Oudypkanuu. [lo Bceld BUAMMOCTH, 3TO CBSI3aHO C HECHMMETPHYHBIM PacIo-
Jo)KeHHeM OudypKalMOHHBIX 3Ha4eHW Monenn Pukepa, comtacHo yHuBepcaibHOocTH Deitrenbayma,
U TEM, 4YTO NEPUOIUYECKU MEHSIOMIMICS MalbTy3MaHCKUM mapaMeTp MpU KaKIOM CBOEM HM3MEHEHUHU
1oMaiaeT B HEMHOTO pa3Hble 00JacTH MapaMeTpoB, OTIHYAIOLIHECs] paMepaMu 0acceifHOB MPUTSIKE-
HUS Pa3HBIX (a3 2-IUKIIa.

dazoBas OucTabMIBLHOCTD Mozenu Prukepa B 001acT 2-IIMKJIAa €CTECTBEHHBIM 00pa3oM IIEpexo-
IUT B (ha30BYI0 KBaJpOCTAOMIBHOCTh B MOJEIH JIBYXBO3pacTHBIX momyssinuil (19). [maBHas ocoben-
HOCTh PEKUMOB JAMHAMUKHU cucTeMsbl (19) B obmacTtu, cooTBeTcTBYyIOWEH 2-1uKily Moaeian Pukepa, —
3TO MOSABJIEHNE MPH CcIa0BIX CBA3AX MEXKYy CMEKHBIMU MOKOJICHUSAMH (Majible BBKHBAEMOCTH) CHIIbHO-
ro pe3oHaHca 1:4 (s:3p1ka ApHOIBIA), KOTOPBIM B IPOCTEHIIEM CIIydyae COOTBETCTBYET CYLIECCTBOBAHUIO
YCTOMUMBOW Teproandeckoil Touku nepuoaa 4. PakTHUecKd NMPH HYJIEBOW BBDKHMBAEMOCTH CTapIueit
BO3PAaCTHOH TPYMIBI U OTCYTCTBUU BIMSHUS MJIAJIIET0 BO3pacTa Ha POXKIAeMOCTh (MJIM CTapIIero Ha
BBDKHMBAaEMOCTh MOJIOJIM) MBI HIMEEM CHTYalUIO, KOIZla B OAHOM JIOKAJIbHOCTH OJXHOBPEMEHHO IPUCYT-
CTBYIOT JIBE HECBSI3HBbIE CYONOMyNsAluu. J{eHCTBUTENbHO, TEKyIlas YUCICHHOCTh MIIAJIIET0 BO3pacTa
OIIpEAEIIETCSl TOJIBKO YMCICHHOCTBIO CTApLIEro BO3pacTa MPEAbIIYLIEro HOKOJICHUS W OydeT BIMATH
TOJIBKO HA YHMCJIEHHOCTH CTapIIero BO3pacTa B CIEIYIOIIEM CE30HE pa3MHOXKeHHus. Tekyias dncieH-
HOCTB CTaplUIEro BO3PacTa, B CBOIO OYEPE/Ib, ONPENENIAETCS TOIBKO YHCIEHHOCTBIO MIIA/IIIEro BO3pacTa
MPEABIAYINEr0 Ce30Ha Pa3MHOXKEHHUS W OyldeT BIUATH TOJIBKO HAa YUCIEHHOCTh MIIAJIIIEr0 BO3pacTa
B cilefyroueM nokojaeHud. Hammuue da3oBoii OMCTaOMIIBHOCTH 2-LUKIOB KaXKIOH M3 CyOmomyssiuuit
€CTEeCTBEHHBIM 00pa3oM NMPHBOAHT K (a30BOW KBAaJPOCTAOMILHOCTH BCEH CHCTEMBI, KOTOPasi COXpaHsi-
eTcs P HEOONBIIONH HEHYJIEBOH BBKHBAEMOCTH.

Ecnu B paccmarpuBacMble MOIEIN JBYXBO3PACTHOH MOMYJISILUU A0OABUTH MOHOI'GHHOE IHAJ-
JIeTIbHOE TEHETHYECKOe Pa3sHoOOpasye MO0 PeNpoLyKTUBHOMY ITOTCHLUAIY, TO IOSIBISIETCS] BECbMa BIIE-
YJaTJIAoNIasi KapTHHA CYTIEPIIO3UIINH paccMaTpuBaeMbIXx Mojeneil. Ilpn c1albix CBA3AX MEXKIy CMEXk-
HBIMH ITOKOJICHUSIMU (MaJible BBKMBAEMOCTH) U OTHOCUTEIBHO HEOOIBIION NPUCIIOCOOICHHOCTH TOMO-
3uroT (oOecreynBaroeil Haln4ie yCTOWYMBOIO PAaBHOBECHOTO COCTOSIHUS MOHOMOP(HOM HOMYIALNN)
U IIpY IOHMXEHHOH NPHUCIIOCOOIICHHOCTH I'€TEPO3UTOT, Hapsily C YCTOWYMBOCTBIO IBYX MOHOMOP(HBIX
COCTOSIHUH, HECKOJIBKO HEOKUAAHHO OOHAPYKMBAETCS €Ille OfMH — TPEeTUHl — yCTOWYHMBBINA JUHAMU-
YeCKUH PeXHUM. DTOT PEXHUM U 3aKJII0YACTCS B HUKINYECKUX KOJIEOAHUSIX I'€HETHYECKOH CTPYKTYDBI,
IIPU KOTOPBIX B YETHBIE TOBI (TO €CTh B OIHOW M3 cyOmomymsuuii) mpeoOnajgaeT OAWH U3 ajUielsie,
a B HEUYETHBIC rofbl (TO €CTb BO BTOPOM M3 cyOmomymsinuil) — apyrod. Hammume takoro pexuma
03HAYaeT BO3MOXKHOCTh YCTOMUNBOI NMEPBUYHON TeHETHUECKON AuBepreHnnu (quddepeHnnanumn) 0co-
Oell pa3HbIX CyONONyNISIMH, WM, IPYTUMH CIOBaMH, 0COOEH, OTHOCSIIUXCS K Pa3HBIM MOKOJICHHSIM.
Kak yxe oTMedanoch, MpuMEpOM TaKOro peKMMa SIBISICTCS BhIpaKEHHas ajio3uMHas audgepeHina-
U] MEXTY TOKOJICHUSIMHM YETHBIX M HEYETHBIX JIET B Pa3sHBIX MOMYISAIUAX THXOOKEAHCKOW ropOyIu
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(O. gorbuscha) [IlycroBoiit, 2011; ITycrosoiit, 2017; Sato, Urawa, 2017; IlomrecHbix, KyxiaeBckui,
Bbpsikos, 2019].

ITpuBeaeHHBINM 0030p BEChMa PazIMYaArONIUMXCS MMOMYAHOHHBIX HCCICIOBAHUN IO3BOJISIET 3a-
KIIFOUUTh, YTO HAJMYUWe OMCTAOMIBHOCTH B MPOCTHIX JIOKAJIBHBIX MOJICNIAX MOXET MPHBECTH K TIO-
SIBJICHHIO KBaJApOCTaOMILHOCTH, HAllPUMEpP, IPU YCIOKHCHUHM MOJEIEeH M PacCMOTPCHHHU IIPOLIECCOB
B MPOCTpaHCTBE. J[pyrumMu clioBaMu, POCTPAHCTBEHHO-BPEMEHHAsi HEOIHOPOJAHOCTh YaCTO OKa3bIBa-
€TCSl CICICTBHEM JIOKaJIbHON OMCTAOMIBHOCTH. DTO OOHAPY)KHMBAETCS B Pa3HBIX MOJICISIX U BEChbMa
pasHBIX COJCPKATEIBLHBIX 3aj[a4ax, HO IMPOUCXOIUT MO YJAUBHUTEIBHO CXOXKUM 3BOJIIOIMOHHBIM CI[CHA-
PHSIM, TIPUBOJS, KaK IIPAaBUJIO, K BEChbMa HHTEPECHBIM, YaCTO KOHTPHHTYUTHBHBIM BBIBOIAM.
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