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Annomayus. Ifeas — n3ydeHne MEXaHU3MOB IPOCTPAHCTBEHHOM nuddepenipanyuy (AnBEpreHnnn) reHeTHIeCKH
HacJIeAyeMbIX IIPU3HAKOB B CUCTEME MUTPDAIMOHHO CBA3aHHBIX HOHy.HSH_H/II';I JUIIJIONIHBIX OPTraHU3MOB, 3aCEJIAIOIINX
KOJIbIEBOH apeas. Memoodo. PassuBaercs nuHaMudecKas MOAEIb C IUCKPETHBLIM BPEMEHEM, ONMCHIBAIONIAS U3Me-
HEHUsI TeHETUUECKOI CTPYKTYPBI (YacTOT MPU3HAKA) M IUCJAEHHOCTH B IOIY/ISIMOHHBIX CHCTEMAX CO CJIyIaitHOM
murpanueil. PaccmarpuBaercst 1a THna CBsi3U: JIOKasbHast (6/IM3KONEHCTBYIOMIAs) — BO3MOXKHA Ha HeGOJIbIINE
paccrosHust, U raobanbHas (JaTbHOJEHCTBYIOMAs) — 06eCeYnBaeT MIHOBEHHBIH IEPEHOC T€HOB (IIPU3HAKOB) HA
yAaJeHHble ydacTku apeasa. C IIOMOIIBIO MHOXKECTBEHHBIX CHMYJISIIUN M aHAIN3a HOKa3aTesell KOJIeKTUBHOM
JMHAMPKY (CPEJHAE YaCTOThI, UX BAPUAIUS, CTAHJIAPTHOE OTKJIOHEHHE, APAMETD TOPSJIKA) ONEHUBAIOTCS BEPO-
SITHOCTH PABHOMEPHOTO M KJIACTEPHOTO (HEPABHOMEPHOIO) TPOCTPAHCTBEHHOTO PACIPEEICHNUs IPU3HAKA, COOT-
BETCTBYIOIIErO IIEPBIUYHON MeHeTHIeCKOi auBeprennueii. Pesyavmamor. [lokazaHo, 9To Jyis yCTORINBOl TUBEpreH-
UM HEJOCTATOTHO JIMNIb MPEBOCXOJICTBA IUCTBHIX GOpM (FOMO3ZHUTOT) HaJ THOpUAaMu (reTEPO3UrOTAMHE), KAK ITO
MMeeT MECTO B 0a30BBIX MOZIEJIAX, HE YUYNUTBIBAIOINUX CJIOZKHBbIEC Pa3BETBJIEHHBIEC MUI'DAIIMOHHBIE CE€TU, XapaKTep-
Hble JIsl PEAJIbHBIX MOIYJISIIAN. YCTAHOBJIEHO, YTO AUBEPrEHIs BO3HUKAET, €CIIU IPUCIOCOOIEHHOCTE TOMO3ZUIOT
IIPEBBIIIAET HEKOTOPOE KPUTHUIECKOE 3HAUYEHUE, IIPEBOCXOJSIIEee IIPUCIOCOBIEHHOCTh MeTEPO3UI0T, PA3HHIA, MEeXK-
Iy IIPUCITOCOOJIEHHOCTSIMM IMOMO3UTOT HEBEJINKA, & TaKKe IMPUCYTCTBYIOT OIPEJIEIEHHBIE BO3MYIIEHUS HAYAIbHBIX
ycsoBuil. B 0TCyTCTBHE 9TUX yCIOBUI AUBEPreHIH NGO HE HACTYIIAET, JIU0O MPOSIBIIAETCS KAK SJIEMEHT IIePEeXO/l-
HOI'O HPOIECCa K OJHOPOJIHOMY DACIPEIEIeHHIO. 3aKA0UEHUE. YCTAHOBIIEHO, 9TO INIODAJIBHAS CBSI3b, JEJIAOIAsT
apeaJl «TeCHBIM», 00eCIIeUNBAET 3HATATENILHO 6oJtee GBICTPOE PACIIPOCTPAHEHNE IPU3HAKA [0 CPABHEHHUIO C JIOKAIIb-
HOI, JleficTByOIIEll Ha KOPOTKUX JMCTAHIMSX. B TaKnX yCIOBHSIX HOBBII IIPU3HAK CIIOCOGEH NPOHUKHYTH B 00JIa~
CTH, HEJOCTYIIHbIE M3-3a M30JUPYIONIEro AeicTBust 30H rubpuamsanuu. OIHAKO TMPU BBICOKAX TEMIIAX MUTPAITAN
ryiobaJibHas CBsI3b MOYKET IPENSTCTBOBATH JIMBEPTEHIINN, TPUBOAUTD K JJIUTEJILHOMY IEPEX0/y K OIHOPOIHOMY
paCIIpe/IeIeHAI0 TIpU3HaKa 60 (hOPMHUPOBAHUIO HECTAIMOHADHBIX KJIACTEPOB. [IpM HEBBICOKOW MHTEHCUBHOCTH
MUrpamum rjodajabHas CBA3b 3P (peKTUBHEE MOIAEPKUBACT TeHETUIECKOE pa3HooOpa3ue M0 CPABHEHUIO C JIOKAJIb-
HOU.

Katouesble €A08a: IPOCTPAHCTBEHHO-BPEMEHHAsI JIMHAMUKA, PEeIeTKa CBS3aHHBIX OTOOparKeHHil, KyacTepusa-
[Wsl, MATPAIAsI, SBOJIIOINsI, TEHETUIECKAs JUBEPTreHINs, TU3PYITUBHBIN 0TOOD, 30HBI THOPUIN3AINN.
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Abstract. The purpose is to study the mechanisms of spatial differentiation (divergence) of genetically inherited
traits in a system of populations of diploid organisms coupled by migration and inhabiting a ring range. Methods.
We develop a discrete-time dynamical model that describes changes in genetic structure (allele frequencies) and
population abundance in population systems with random migration. Two types of connections are considered:
local (short-range)—possible over short distances—and global (long-range)—which guarantees instantaneous trans-
fer of genes (traits) to distant parts of the range. Using multiple simulations and analysis of collective dynamic
indicators (mean frequencies, their variation, standard deviation and order parameter), we estimate the probabi-
lities of uniform and clustered (non-uniform) spatial distributions of the trait corresponding to primary genetic
divergence. Results. We found that for sustained divergence, it is not enough that pure forms (homozygotes)
are superior to hybrids (heterozygotes), as occurs in basic models without complex, ramified migration networks
observed in real populations. Divergence occurs if the fitness of homozygotes exceeds a certain critical value that
is higher than the fitness of heterozygotes; the difference in fitness between homozygotes is small; and certain
perturbations in the initial conditions exist. If they are not satisfied, divergence either does not occur or emerges
as part of a transitional process toward a uniform distribution. Conclusion. Global connections, which make the
range “compact”, ensure a much faster spread of a trait than local connections, which cover only short distances.
This means that a new trait can break through into regions that are normally blocked by the isolating effect of
hybridization zones. However, when migration rates are high, global connections can hinder divergence, leading to
prolonged transition toward uniform trait distribution or formation of non-stationary clusters. When migration
rates are low, global connections maintain genetic diversity more effectively than local ones.

Keywords: spatiotemporal dynamics, coupled maps lattice, clustering, migration, evolution, genetic divergence,
disruptive selection, hybridization zones.
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BBenenne

Heonnopojinoe pacmpejiesieHne »KUBBIX OPraHU3MOB Ha ODIIUPHOM apeajie PEJIKO IMPOsiB-
JISIETCSI TOJIBKO PAa3JIMIUSIMU YHCJIEHHOCTEN U XapaKTepoM JUHAMUKU IIPHU Iepexoie OT yIacTKa
K y4acTKy. JacTo OHO CONIPOBOXKIAETCS M3MEHEHUsIMU T'€HeTHYEeCKO# CTPYKTypbl. B sBosmonu-
OHHOIi GUOJIOIMHU €€ ONUCHIBAIOT C IIOMOIIBIO JI0JU (YacTOThI) 0COGEH ¢ ONPEJIeJICHHBIM IeHEeTH-
YeCKM HACJEyeMbIM HMPU3HAKOM WJIM Yepe3 YacTOTy KOHKPETHBIX aJiiesieil (BapMaHTOB reHa).
Pacnpenenenne 4acToT NpU3HAKOB [0 apeajly HAIPSMYIO CBI3aHO C IIPOIECCAMU T'€HEeTUIeCKO
JIUBEPIeHIINY — PACXOXKJICHUS IOIYJIAIUN 110 TeHeTHYecKoMy cocTaBy. 1laBHble ee M3MeHeHUs
OTPaXKaloT IOCTEIIEHHOE HAKOIUIEHHE aJAalITUBHBIX WM HEHTPaJbHBIX aJjulesieil 1o JeficTBueM
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€CTeCTBEHHOT0 0TOOPA, Jpeiida reHoB mwim Murparuit. Peskue mepexojpl 9acToT, HAIIPOTHUB, Ja-
CTO CUTHAJIM3UPYIOT O HAJN4Inu 6aphepoB, HAPYIIAIOIIUX IOTOK NEHOB MEXK/IY yIaCTKaMU apeaJia.
Taxkne Gapbepbl YyCUJINBAIOT MEHETUUIECKOE PACXOXKIEHME, YCKOpsis jauBeprerimioo. Co BpeMeHeM
HapacTaHue NeHETUIECKUX PA3JIMINil MOXKET IIPUBECTH K PEIPOILYKTUBHON M30JISIIIUN — KJIIOIEBOI
[IPEJIIIOCHLIKE BUI000PA30BAHUS.

CorytacHO COBpEMEHHBIM TEOPETUIECKUM IIPEJICTABJIEHUSIM H30JISIIUsI 00eCIIeInBAeTCs JIBY-
Msl OCHOBHBIME TUIIAMH OAPHEPOB: MPE3UTOTHYECKUM (38 CYeT BDEMEHHOM, IKOJIOTHIECKOIl, reo-
rpaduuecKoil WM HOBEIEHIECKOl N30JISIIUN) U HOCT3UTOTHIECKUM (M3-3a TIOHMZKEHHOMN HPUCIIO-
COBJIEHHOCTH WJIM TTOJTHOM HEXKMU3HECIIOCOOHOCTH TMOPUIOB, MK UX crepusibHocTH) |1]. B mepsom
cJIydae BO3HUKAIOT HEIIPEOJIOIMbIE 00CTOSITEIbCTBA, MPEISITCTBYIOIIINE CBOOOTHOMY CKPeInBa-
HUIO 0cobell m3 pasHbIX rpyiil. Bo BTOpoM cKpelnuBaHue, €CIM W IIPOUCXOJUT, HETATHBHO OT-
parkaeTcst Ha MOTOMKAaxX. BayKHO OTMETHUTh, UTO HM OJUH U3 STUX MEXaHU3MOB HE JIeCTByeT
M30JIMPOBAHHO, YAaCTO OHU COYETAIOTCH M JIEUCTBYIOT HOCJIEIOBATEIHLHO, YCUINBAS M€HETUIECKOE
PACXOKJICHNE U YCKOPsisi INBEPreHImio [2].

Hawubosiee yoemuTe/bHBIN TPUMED TIOC/IEI0BATEILHON MHOIOITAITHON JUBEPTEHIINN CBI3aH
C MOSIBJIEHUEM JIBYX PENPOJLYKTUBHO U30JIMPOBAHHBIX PAC MecTPOKPbLUIOK (Rhagoletis pomonella).
Ncxonno sta ceBepoaMepuKaHCKasi MyXa oOuTasia U OTKJIAJbIBAJIA sSillla TOJBKO Ha IJI0gax 0o-
sipbrnavika (Crataegus). Narpoaykuust na reppuropuio CIITA nomammneit sibnonu (Malus domes-
tica) B 19 Beke, pacmmpuio cpey oburanusi myx. OIHAKO BpeMsi IJIOJIOHOINEHUsT ITUX PACTEHUI
OTJIMYAETCs, U3-3a Yero y MyX KOJIOHM3UPOBABIIHUX sIDJIOHIO CMECTUJIOCH BPEMS BLLIYILJICHUS JIU-
YMHOK W3 SIMI[ U UMAaro u3 KyKOJIOK, a TaKyKe BOCHPUSITHE 3aliaxa 1008 (OJHU 0COOM TSHYTC K
sI0JTOKAM U CTOPOHSITCST OOSIPBINITHUKA, APYTUE BRIOUPAIOT GOSIPHITHIUK 1 m36eraioT sibaokK). 11o3-
JKe 9TH Pas3/indusi OBICTPO 3aKPEIUJIOCh B TEHOME, 3aJI0’KUB HACJIEJCTBEHHYIO OCHOBY BPEMEHHOIT
1 9KoJI0rnIeckoil nzossinuu [3—5]. Eciu npu 9ToM HCKYCCTBEHHO MIPEOI0JIETh JeHiCTBIE U30JIUPY-
I0IUX 6apbepoOB, TO PErUCTPUPYETCs GoJslee HU3Kasl YacToTa 3adaruii [6], uro curnamusupyer o6
0TOOpe MPOTUB I'MOPHUIOB U NPU3HAKAX YK€ MOCT3UTOTUIECKON N30SI,

SpKwuit npuMep MOCT3UTOTUIECKON U30JISIIIUU OTMEY€EH JJist aPUKAHCKON 6aO0UKY JIOXKHBI
crpantuk (Pseudacraea eurytus), KoTopasi UMeeT HECKOJIBKO THIIOB y30pa Ha KPbLIbsX (heHorn-
noB). Kak/iplii u3 HUX MUMHKPHUPYET [OJI OJJHOTO U3 MECTHBIX BUJIOB 6abouek (posga Bematistes)
TOKCHYHOI'O [l XUIHUKOB, moejamomux ux (6eiircockas mumukpus) [7]. Takue denorunst B
paitonax, rje »KuUBYT HamboJjiee OIacHbIEe JJIsi HUX XUIIHUKH, PEXKe HCIbITHIBAIOT HAIAJIEHUS U
UMEIOT HAMOOJIBIIYIO MPUCIIOCO0IeHHOCTh. Pasuine B y3opax He MemaiT UM CBOOOIHO Tubpu-
jusupoBaTbes. OJHAKO THOPUIBI, POXKJIAIOIINECS B MECTax IepecevyeHus apeasioB pa3HbIX ¢e-
HOTHUIIOB, UMEIOT MPOMEXKYTOUHYIO OKPACKy, KOTopas He obecrieunBaeT 3 MEeKTUBHON 3aIuTh.
[TosTOMy OHE MMEIOT HMOHMKEHHYIO IO CPABHEHUIO C JIIO0OOH M3 MCXOMHBIX (POPM IIPUCIIOCOD IEH-
HOCTB [8].

B ommcaHHBIX mpuMepax W30JISIIUsT MEXKJy BHUIAMU, pacaMi WId (pOpMaMé OKpaca MMe-
€T PasHyl0 CUJIy U OCHOBBIBAETCS HA YHUKAJIBHOM COYETAHUM IBOJIOIUOHHBIX, MOJIEKYJISPHO-
IeHeTUIECKUX (XPOMOCOMHBIE [IEPECTPONKH, creruduIecKre ajlie i MUMAKPUN W MeKBHI0-
Basi HECOBMECTUMOCTb) U 9KOJOIMIECKUX MexaHu3Max. Ho 1mpu orpe/iesIeHHbIX Oy IIEHUsIX MO-
’KeT BbITh CBeJIeHO K 0T6opy npoTuB rubpuios (rereposuror). st Takoro Tuia or6opa, KOTOPBI
OOBIYHO PACCMATPUBAIOT KaK JEfiCTBHE OJHOIO aJAIITUBHOIO reHa WU (DEHOTHUIIA C JBYMS HJIH
6ostee asutessivmu (popmamiu), TUOPUIHOE TOTOMCTBO (T€TEPO3UTOTHI) UMEIOT MEHBIILYIO PUCTIO-
CODJIEHHOCTD 110 CPABHEHUIO C POJUTENSIMUA C YUCTHIME HpU3HaKaMu (roMo3urorer). Canraercs,
YTO 9TO sIBJICHUE PEIKO BCTPEUYAETCs B IIPUPOJIE, TIOCKOJIBKY IBOJIIOIMOHHO HECTAOUIBHO U IaCTO
BeJIeT K MCYE3HOBEHUIO OHOro u3 npusHakos [1,9]. OjHaKO B IPUBEJEHHBIX PUMEPAX TAKOEe
paBHOBECHE, OUEBUIHO, TOJJIEPKUBAETCs. [[J1st 9TUX BUIOB JIETKO yKa3aTh, €CJIU HE Ne€H, TO KOH-
KPETHBIN MPU3HAK, HA KOTOPBIN HAeificTByeT Takoil Tuir oTbopa.
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Cy1iiecTByOT U Jpyrue MeXaHU3Mbl JINBEPTEeHIINN MIPU3HAKOB, HE TPeOYIOIIe CJIOXKHOIO
COYeTaHUs U30JIMPYIONINX MEXAHIM3MOB, MEXKBHUIOBBIX B3AMMOJEHCTBUI Mjin 0COOEHHOCTEN TeHO-
Ma. Hampumep, Ha HEOTHOPOIHOM apeaJie pa3Hble YyIACTKH UIN SKOJIOTTIECKIE HUIITH U3HATAIBHO
6HaFOHpHHTCTByIOT 3aKPEIJICHUIO B HUX Pa3JIMYIHbIX IIPU3HAKOB. B TaKUX CJIy9asaX BazKHYIO POJIb
MOT'YT UT'PATh JIOTOJIHATE/IbHbIE N30 UPYIOIIne GaKTOPhI — B 9ACTHOCTH, T'eorpaduiecKkas n30Jsi-
. CyH.[eCTByeT MHOXKECTBO IIpUMEPOB HOHyﬂHHI/Iﬁ IINPOKO-apeaJIbHbIX BUJI0B 2KUBOTHDBIX, JIJIf
KOTOPBIX [P OTCYTCTBUU SIBHBIX T'eOrpaduiecKux 6apbepoB HAOIIOMACTCS YeTKas TUBEPIeHITHS
MPU3HAKOB C PE3KMMU IepeXojlaMi OT OfHUX (hopM K ApyruM. lIpm sTom it HUX YaCTO HE
Y/IAETCS BBISIBUTH Y€TKOM KOPPEJISIIIUN MEXKJLY POCTPAHCTBEHHBIM pacIpeie/IeHIeM TPU3HAKOB,
YCJIOBUsAMM CPEIbL JII/I6O 3aHUMaEeMbIMU 3KOJIOTUYECKUMU HUIIIaMU.

[Tomobnas KapTHHA TPOCIEKUBACTCA B MOy IAusax depHoit (Corvus corone) u cepoii (C.
corniz) Bopousl |10, 11|, y aByx mogsumos musokiosoro agaria (Colaptes auratus cafer u C. a.
auratus) ua reppuropun CIIIA [12], a rakxke y Goubinoit (Parus major) u Bocrounoii (P. minor)
cununbl B [Ipuamypse [13]. B nacrosiiee Bpemst apeasibl yKa3aHHbBIX TOJIBUIOB XapaKTEePU3YIOTCsI
3HAYUTEJIbHON IPOTAZKEHHOCTBHIO, YaCTUIHBIM II€PEKPBITUEM 1 CTa6I/I.HI)HbIMI/I 30HaAMU FI/I6pI/I,ZLI/IBa.—
. JJist 9TUX BUJIOB XapaKTePHbI HEDOJIBIINE JIOKAIBHBIE JTUCIIEPCHH MOJIOJIBIX 0CODEl, pacipo-
CTPaHAIOIMUX CBOU I'€Hbl Ha CME2KHbI€ yIaCTKH. ﬂI/IH.Ib JJIgd CEBEPHbIX HOHyﬂHHI/Iﬁ Cepoﬁ BOPOHBI
1, 0COOEHHO, TIUJIOKJIIOBOTO JISITJIa OTMEUYEHbI Ce30HHbBIE JasbHue nepesersl (He 6omee 1000 kM. ).
B pesynbrare paccesienne ocobeil My KOJOHM3AIUsSI HOBBIX YIACTKOB ITPOUCXOIUT JIOCTATOIHO
Me€/IJIEHHO, & OOMEH T'€HOB MEXKJIy V/IAJCHHBIMU CYOIIOMYJISIIUAM 3aTPYIHEH.

ﬂ;ﬂﬂ TEOPETUICCKOI'O M3YYCHNA MEXaHN3MOB JUBEPICHIIMN ITPU3HAKOB B TaKUX CHCTEMaX
AKTUBHO HCIIOJIB3YIOT MaTEMATUIECKIE MOJIEJIN, B KOTOPBIX YYaCTKU aPEAJIOB WU SKOJIOTHIECKIE
HUIIK BBICTPOEHBI B JINHEHHBIE [IENU, KOJIbIIO, 3BE3/Ibl UK JBYMepHbIe pemterku [14—18]. Ouu mos-
BOJISIIOT OIUCHIBATH JIMHAMUKY U IPOUTDPLIBATH PA3JIUYHbIE CIIEHAPUU IBOJIONUHU CYOIOMYIIATIHI
(Z1lem), KOTOpBbIe CBsi3aHbI IOTOKAMU MUTDAHTOB U TeHOB. VcceoBanne Takux Mojiesieli moKasbl-
Baer, 4ro reorpadudeckas U3MEHINBOCTD (J[MBEPreHIUsl) IPU3HaKa BO3HUKAET M COXPAHSIETCS
JUTATEIbHOE BPEMsI UMEHHO B CJIydae 0Thopa MpOTUB 0cobeil ¢ IPOMEXKYTOUHBIM IIPU3HAKOM (Te-
TEPO3UIOT) WU MUOPHJIOB OT pojuTesieii ¢ KpaiiHuMu (opMamu Ipu3HaKa (TOMO3HUIOT).

JlOBOJIBHO OYEBUIHO, YTO YCTONYIMBOCTD U XapaKTEP MPOCTPAHCTBEHHOIO PACIPEICICHUS
IIPU3HaAKOB 3aBUCHUT OT TOIIOJIOTUHA ceTell CBA3aHHBIX HOHyJIS[LLI/Iﬁ. TaK MHOT'OYHMCJICHHbIE MCCJIeI0-
BaHUs OKA3BIBAIOT, YTO JIMBEPIeHIINs Yallle BO3HUKAET B JIMHEHHBIX IENAX U KOJIbIAX, U PEXKe
B 3Be3/1aX WJIM IIOJIHOCBSI3aHHBIX CETsIX ¢ IVI00AJBHOM CBsi3bio |14, 16]. Do Xoporo corsacyercs
C pe3yJIbTaTaMi U3yYeHUs CBA3AHHBIX MOIYJIsuii 6e3 yueTa 3BOJIONMOHHBIX u3Menenuii [19,20],
a TakKe aHcaMmOJieil CBA3AHHBIX HEJIMHEHHBIX OCIUJLISITOPOB PA3HON Mpuposl [21,22].

OTrMernM, 9TO TIOOOHDIE TOMYJISIITUOHHBIE CHCTEMBI JIOBOJILHO YACTO BOCIIPOM3BOIAT B Jia-
GOPATOPHBIX YCJIOBUSIX, MOJECUPYs JUHAMUKY CeTell CBA3aHHBIX CYOMOyISIuii ¢ pa3sHON TOMO-
siorueit. B kadecTBe MO/1€/IbHOTO 00BHEKTA BHIOMPAIOT OBICTPOPACTYIINX TAIIONIHBIX OPTaHI3MOB
— Kumednyo najouky (Escherichia coli) B3auMOIEHCTBYIONLYIO ¢ JIMTUIECKUM GakTepruodarom
T4 (23], aBa mramma E. coli ycroitunsble K pasHbiM aHTubnoTukam [24] u gp. B stux paborax
3aDUKCUPOBAHO BIIMSTHAE CTPYKTYPBI CETH U XapaKTepa MUTpaIii (JIOKAIbHOI 1 1100aIbHOI ) Ha
JIMTHAMUKY YHCJIEHHOCTH, HEOIHOPOJIHOE paciipejiesieHrne 0cobeil miim 9acTOT TeHeTHIECKUX BapU-
aHTOB. B psijie cilyyaeB OTMEYAJINCH OIIPEIEJIEHHbIE SBOIOIUOHHBIE M3MEHEHUS — CJIBUTH YACTOT
ajtesiefl U AUBEpPreHIusi, a TaKKe SKOJOTHUIeCKre TpaHcOpMAIUd 3a cUeT oTOopa Hambosiee
[PUCIIOCOOJIEHHBIX IIITAMMOB.

Cpei IUTIONTHBIX OPTAHI3MOB U3JTF00JIEHHBIM MOJETHHBIM 00 bEKTOM IBOJIIOIMOHHBIX HC-
cJle/loBaHusl SIBJIsIETCs 110/10Bast Mymika (Drosophila melanogaster). O6manas 6oJiee CIOKHBIM
XapaKTepoM B3aUMOOTHOIIEHUH (IOJI0BOE Pa3MHOXKEHUE, CTaJUAHOCTb PAa3BUTHUs, BHYTPUBUIO-
Basi KOHKYPEHIWsI) TOMYJIAINA MYXH JIa’Ke B HJICATHHBIX JaDOPATOPHBIX YCIOBHUAX JIEMOHCTPH-
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PYIOT 3HAYUTEILHO OOJIee CJIOXKHBIE JIMHAMUIECKIEe (DEHOMEHBI, YeM OJITHOKJIETOUHBIE OPIaHU3MbI.
B gacrtnocTu 1 cereit pa3HOii TOMOJIOIUHU OIMCAHBI CIIEHAPUN CUHXPOHU3AIUHN UX YUCJIEHHOCTEH
MEXKJIy PA3HBIMU CyOHOIYJISIIUSIMU [IPH PA3JIMIHBIX YIIPABJISIIONIUX BO3eHCTBUsIX [25], a Takke
reHernyeckoil nuddepeHianuy npyu BO3IefCTBUN CTPeCcOoBbIX (hakTopos [26].

B Poccuu Hambosiee u3BECTHBI OHBITHI ¢ KOJIBIEBBIME (SIIUYHBIMU) TOILYJISIIUSIMUA TLIOJI0-
BbIX MyX (D. melanogaster), Koropble IPOBOJAMINCH ellle B KoHIle 70X IOJ0B 110 PyKOBOJICTBOM
FO.I1. AnryxoBa [27,28]. Macirab 9THX 9KCIEPUMEHTOB, KaK [0 KOJMYECTBY CBSI3aHHBIX CyOIIO-
nysisiuii (30 CBsI3aHHBIX SIIUKOB), TaK U MPOJOJIZKHUTEIbHOCTH (6ojiee Tpex JieT), 3HAIUTEIbHO
IIPEBOCXOIUT OOJIBIIIMHCTBO COBPEMEHHBIX. B 9TOl KOJIBIEBOI crucTeMe Oblia OOHApPYKEHA JIU-
BEpreHInsi AJLIEJIBHOIO COCTaBa, 10 JIOKYCY a-Gdph MeX Iy rpylinaMu CMeXKHBIX SIIITUKOB, KOTO-
past BOSHHKAET 3a CPABHUTEIBHO KOPOTKOe BpeMsi (50-60 mokosmeHnit Myx) faxke Ha OJHOPOIHOM
apeajie. OJIHAKO BOIIPOC O MEXAHU3MAaX BO3MOXKHOU PENpOIyKTUBHON M30JISIIIUN W HAIPABJICHIH
oTbopa, KOTOPBIil eff criocobCcTBOBaAJ, IO Cefl JeHb OCTAeTCs JUCKYCCUOHHBIM. PaHee OBLIO MOKa-
3aHO, UYTO B SKCIIEPUMEHTE, CKOPEEe BCEro, MMeJI MECTO MU3PYITUBHBIN OTOOD IPHU MOHMKEHHO
PUCIIOCODJIEHHOCTH IeTePO3UroT 110 ajuiesio reHa a- Gdph [29]. B pabore [17| npesoxkena ma-
TeMaTHIeCKass MOJIEIb OIMHUCHIBAIONIAS JUHAMUKY YaCTOT U YUCJIEHHOCTEH, MMOJIyIeHHBIX B 9TOM
QKCIIEpUMEHTe. Ha OCHOBE€ MHOX>KeCTBa CI/IMyHHHI/IfI MBI IIPpUHIJIN K BbBIBO/LY, 9YTO PEIPOJYKTHUBHAA
M30JIATNSA, CKOPee BCETr0, BO3HUKJIA 38 CUET TOT'0, 9TO B AIIUKAX C MTOBBIIIEHHON J10J1eil reTepo3u-
ror (SOHa,X 1—‘I/I6pI/I,Z[I/I3aJ_[I/II/I)7 CHH2KEHBI TeMIIbI pOCTa YHUCJIEHHOCTU U MHUI'DallUOHHasdA aKTUBHOCTD,
9TO CyIIECTBEHHO 3aTPY/IHsAET OOMEH NeHAMHU MKy CMEXKHBIMHU ydacTKaMu. B pesysibrare 30HbI
ruOpUIN3AIINY, TIOTJIONTAsT ITIOTOKU MUTPAHTOB, BBITTOJHAIOT (DYHKINIO reorpaduieckoro bapbepa,
KOTOPBIE Pa3JIeJISIOT apeall Ha 9acTu, 1 (PaKTUIeCKH OCTAHABJIUBAIOT IIOTOKU reHOB [18].

Hacrosimast pabota BXOIUT B CepHIO PabOT, UCCIEIYIONUX IMPOIECC IBOJIONUN B CHCTE-
MaxX MHUI'DAIMOHHO CBA3AHHBIX JUMUTHPOBAHHBIX IOIMYJISIUN JUIJIONTHBIX OPTAHU3MOB C MOHO-
JIOKYCHBIM OTOOPOM, HAIPaBJIEHHBIM NPOTUB rereposuror (17,18, 29]. Msyuatorcs mocsieacTsust
JIOKAJIbHBIX (BJIM3KOIECTBYIONNX) U IOBATBHBIX (JaIbHO/IECTBYIONMX ) IOTOKOB TE€HOB U MU-
rpanyy B JOCTATOYHO IIPOCTON CETU CBS3aHHBIX B KOJIBIIO HOIYJIAIMIA JTUILJIONIHBIX OPIaHU3MOB.
B kadecTBe 6a30BOiI MOJEIN UCIOIB3YETCS MATEMATHIECKas MOJEIb C JUCKPETHBIM BPEMEHEM
O cJIydaiiHoii MaTpurieil cBsi3u (MUIPAINN), ONUCHIBAIOIIAS JIMHAMUKY YaCTOT TPEX TeHOTHIIOB U
YHCJIEHHOCTE 0cobeil B cucTeMe CBsi3aHHBIX Murparmeii nomyssinuii |17, 18]. Uccnenyercs yeio-
BHUS BO3HUKHOBEHUE U COXPAHEHUS EPBUYHON NeHETUYECKOW JIMBEPreHIINU, U €€ BEPOSITHOCTD
IIPY Pa3HbIX 3HAUEHUAX IapaMeTPOB 0TOOPA U CBSI3U.

B ornmuune ot TpaauiinoHHbIX Mojiesell, paCCMATPUBAIONINX JUHAMUKY YaCTOT IIPU3HAKOB
OTJIEJTFHO OT YHCJIEHHOCTEH, B pa3pabaTbiBaeMoil MOJEJM WHTEHCUBHOCTH MOTOKA I'€HOB 3aBU-
CUT HE TOJBKO OT YaCTOT MEHOTHUIIOB yYaCTKa, U3 KOTOPOIO OH MCXOJUT, HO U OT COOTHOIIEHUS
YUCJIEHHOCTEH CBSI3aHHBIX 9TUM ITOTOKOM CYOIOIYJIANNiL. DTO IPUBOJIUT K HETPUBUAIBHON CBIA3H
POCTPAHCTBEHHOI'O PACIPE/IeIeHNsI IPU3HAKOB 1 HEOJHOPOHOTO (KJIACTEPHOT0) PACIIPE/IeJIeHIS
YUCJIEHHOCTEH, IIPU KOTOPOM KJIACTED U3 CyOIOIyIsIuil ¢ mpeobiaaHeM OHOTO 13 (DEHOTHUIIOB
He BCEIJIa COBIAJIAIOT C KJIACTEPOM CHHXPOHHOMN juHAMUKH [17].

1. Moaesb JUHAMUKA YaCTOT U YUCJIEHHOCTH

PaccmarpuBaeTcs MaHMUKTUYIHAS TOMYJISIN JUIJIOUIHBIX OPraHU3MOB C HelepeceKaio-
IIUMUCS TTOKOJIEHUSIMHU, B KOTOPOH JIEHCTBYIOT MEH/IeJIeEBCKUE IIPaBUIa HacJae0BaHusd. Byjiem
CUUTaTh, YTO HambOjiee MHTEHCUBHOMY OTOODY IMOJBEPXKEH MPU3HAK, KOJUPYEMbIil T€HOM C KO-
JIOMUHAHTHBIMA aJIIejIsMd A ¥ . DTO O3HAYAT, YTO B MOIYJISIIIAA MOLYT IPHUCYTCTBOBATH TPHU
BO3MOYKHBIX T€HOTHUIIA: TOMO3UTOTHI AA u aa, obafaionye YHUKATBHBIME «IUCTBIME> (DEHOTH-
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[AMHU, & TAKXKE TeTePO3UroThl Aa, KOTOPBIE HE YCPETHSIOT POJUTE/ILCKIE TPU3HAKH, & (hopMUpyeT
YHUKAJIHHBIN BAPUAHT, COUETAIONTII 00a. B MOMEHT BpeMeHU ¢ TpH 9TUX TPYIIILI COOTBETCTBEHHO
nmetor anciaenuocta Ni(t), Na(t) u N3(t), u wacrorst q1(t) = Ni(t)/N(t), q2(t) = Nao(t)/N(t) n
q3(t) = N3(t)/N(t) (rme N(t) = Ni(t) + Na(t) + N3(t) — obmiast 9HCIEHHOCTS ).

Bynem canrarh, uTo paccMaTpuBaeMble TEHOTHUITHI OTIANIAIOTCS CKOPOCTBHIO MPOIYKITHH Ta-
MeT (TI0JIOBBIX KJIETOK ), POKIAEMOCTBIO UJIN BBIKHBAEMOCTBIO 0C00€ii, KOTOPbIE MOYKHO BBIPA3UTH
Yepes3 eJMHCTBEHHBIH mapaMeTp Si — KoaddduimenT orbopa 3uror (ocobeii) ¢ COOTBETCTBYOMIUM
resorunioM (k = 1,2,3). 910 napamerp CBsi3bIBaeT TPAJIUIUOHHBIN apaMeTp HPUCIOCODICHHO-
CTH T€HOTHUINA Wy, (OTHOIIEHNE YHC/Ia BBIKUBIINX TOTOMKOB K YHCJIy POJMTEJIEH) depe3 3aMeHy:
wg = 1+ s, = gpWg, T/ie g — THTEHCUBHOCTD [IPOU3BOJICTBA ramMeT, Wi, — JI0JII0 3UroT, IIepexKuB-
IIIX eCTECTBEHHBIN 0TOOD.

PaccMoTpuM KOJIBIEBYIO TOMYJISIITUOHHYO CUCTEMY, KOTOpasi COCTOUT W3 7 MUT'DAIMOHHO
CBSI3AHHBIX CyOmomymstimii. Kaxkayto n3 Hux u 3aHnMaeMblit eiff y9acTOK MPOHyMepyeM WHIEKCOM
i =1,2,3,...n. Murpanusi ocobeit 1 OTOK T€HOB BO3MOXKEH MEXKJy JIIOOON Mapoii y4acTKOB ¢
HOMepamu ¢ 1 j (i # j), 3a1aBaemble Marpureii csasu M = (m; ;). Cpean Bcex cBsi3eil Oymem
BBIJIEJIATH JIBA THUIA: (PUKCUPOBAHHBIE JIOKAIbHBIE, KOTOPBIE PEATU3YIOTCS B MPEesaX pajnyca
1 < R < n/2 or kaxo0ii cyOHOIy/Isimn, u robaibHble (JaJlbHOIEHCTBYIONME) — BO3HUKAIO-
e MeXKJly CJIydailHO BBIODAHHBIMU ydacTKaMu (3a [peJieslaMi JaHHOrO pajuyca). B mepBom
cilydae Kaxkjas CyOIOIyJIsAIsl TECHO CB3aHA C HEKOTOPBIM YUCJIOM CBOMX cocefieil (MX 9ucsio
paBHO 2R). Mex 1y HUME OPU3HAK PACHPOCTPAHAIOTCS He GoJiee IeM 3a OJIMH CE30H Pa3sMHOZKe-
ausi (mokosienue). Jljisi mepexo/ia pu3HAKa HA YYACTKU 3a MPEJIEJIOM ITOTO pajuyca Tpebyercst
HECKOJIBKO TIOKOJIeHMIt. [tobambHbIe CBsI3U, T.e. ObICTpas KOJOHU3AIMS JOCTATOTHO YIAATCHHBIX
YYIACTKOB, TO3BOJISIET TPU3HAKY PACIPOCTPAHUTHCS IO TPOCTPAHCTBY 3HAYUTE/HHO ObICTpEE.

B pesysibrare, maTpuia cBs3u (MUTPAIU) UMEET CJIEAYIONIYI0 CTPYKTYPY: B KarK/IOM ee
crosibiie j Ha paccrosHun R > 1 or auaroHajbHOrO 3jeMeHTa (Haj U [OJ HUM) PacIoIaraloTcst
2R cay4aitneix koaddurmenta m; j > 0, a Takxke G > 0 caydaiino pacIooXKeHHBIX HEHYIeBbIX
KO3 pUImeHTa PacoOKEHHBIX Jajiblile, YeM R; ocTajbHbIE HeIuaroHa bHble KOd(MPUITHEHTHI
pasubl 0. Ha quaronanu marpunpsl M pacmosiozkeHa j10J1si 0cobeil, 0CTaBITUXCsI [TOCJI€ IMUTPAIIT

n
Ha J[PyIWe y4acTKd, T.e. M;; = 1 — >, mj; = 1 — Yoo omii— >, my; < 1—m,
j=Lj#i j—il<Rii#j j—il>R

TJie M — CPEeJHSS CUJIa CBSI3W WU CPeTHUI KOIDDUIMMEHT MUTPAINU. B 5TOM BBIparXKeHUU Tep-
Basi CyMMa COOTBETCTBYET SMHUIDAIUU Ha OJIM3KOPACIIONIOKEHHbIE yIaCTKH (JIOKAIbHAs CBSI3b),
BTOpas — Ha OoJiee yjasieHHble (ry10bajbHas CBsA3b). st 3aMblkaHus apeaja B KOJIBIO Oy/eM
HCIIOJIb30BAaTh CTAHIApTHOE IpeobpasoBanne HoMepa (KoopimuHaTh) y3ia: ¢ — ¢ mod n. Obmiee
qrCII0 TI00AIbHBIX CBs3elt obo3HaunM, Kak G = ) G; < n? — 2R, u 6yJeM HCIOIb30BaTh €r0
B Ka4eCTBE MapaMeTpa, OMpeIeIioNero HaCKOJIbKO /Tl TIOMYIAIMOHHON CHCTEMBI XapaKTEPHbI
JaJIbHUE MUTI'DaIluu.

Jl1st mpoBeIeHIST IUCTEHHBIX SKCIIEPUMEHTOB JIJIsT KayKJI0r0 HOoMepa ce30Ha t 6y/1eM He3aBy-
CHUMO ITIOJIy1aThb HOBbIC SHAYCHU A KOS(bd)I/H_[I/IeHTOB CB#IBU, UCIIOJIB3YsI IreHepaTop 9KCIIOHEHIINaJIbHO
pacIpeie/IeHHO CIIy JaitHoil BestnHbl m; j ~ Exp[m| ¢ MaTemarnaecKuM okugamnmeM m/2 u Me-
nuanoit m In(2). st aToro Gymem uctosib3oBarh reneparop «suxpb Mepcennas (MT19937) [30].
On mmeer wpessbraaiino jumHHbI mepuos, (~ 109009) muskyro koppensmmio u mpoxomuT 60Ib-
MIUHCTBO CTATUCTHIECKUX TECTOB HA CJIyYAHOCTD PEHEPUPYEMBIX TIOCTIEI0BATEILHOCTEH TICEB IO~
cayJaiHbIX dnces. He3aBUCHMOCTD 00ECIIEINBAETCSI T€M, 9TO U3 t, MOPSIKOBONO HOMEpa Cepur
9KCIIepUMeHTa (JJIsi KaXKJI0r0 Habopa [apaMeTPOB) BBIYUC/ISETCS 3aTPABOYHOE YHUCIIO, TAPAHTH-
pYyOIIe YHUKAJBHYIO HOCIeI0BATEIbHOCTE IICEBIOCTYJailHbIX unces. [js coxpanenus baJianca
YUCJIEHHOCTH BBITIOJIHIETCST HOPMUPOBKA HETMATOHATBHBIX KO(DMUITNMEHTOB MATPHUITHI MUTDAITHH:
mi; — mi; /(2R + G;), rae Gj — 4ucio riobalbHBIX CBA3€ JJIst CyONIOILyIsIUI ¢ HOMEPOM j.
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i "
B 9TOM C/Iydae yPaBHEHHs IMHAMUKH YaCTOT T€HOTHIIOB q,i) (k = 1,2,3) u obmieit uuc-
sernocrn N ma ygacTke ¢ HOMepOM i (1 = 1,2,3,...n) B AUCKDPETHDLII MOMEHT BpeMeHH ¢

(t=0,1,2,3,...) B koMmnakTHOii hopme umeror By |18]:

-\ k

Ltse S~ NO@0e? (8),

(%)
t+1) = —/—~

= 1)
N(’) (t + 1) = Z mi’jW(j)F <N(J) (t)> N(J) (t)v
7j=1

rie ¢i(t) = (q1(t) + 2(t)/2)%, ¢3(t) = 2(q(t) + q2(t)/2) (a3(t) + q2(t)/2) u G4(t) = (qs(t)+
+ q2(t)/ 2)2 — vyacToTel reHoTunos AA, Aa n aa nocie o0beIMHEHNs TAMET B 3UTOTHI JI0 JeHCTBHSA

n .
or6opa u Murpamun (g1 4+ qo +q3 = 1); HO = mi ;N OlTac HOPMHPOBOYHBIH MHOKUTEJIb;
j=1
W(J) =1+ slqgj )" + szq;j )* + s;;qéj . CpeJiHsAs TPUCIIOCOOJIEHHOCTD j-i CYONOImyJIAnyuu 110
MUTDAIIH.

[Tepsoe ypaphenue cucrembl (1) IOKa3bIBAeT, KAK OT MOKOJIEHHsI K MOKOJIEHHIO MEHSIOT-
¢l 9aCTOTHI TEHOTHUIIOB MOCJE CBOOOIHOTO U CJIYYailHOTO CKPEIIMBAHUS ([IAHMHUKCHUSI) C yIEeTOM
sakonoB Menenst (coornorienust AA:2Aa:aa), ecrecTBeHHOrO 0TO0PA ¢ UHTEHCUBHOCTBIO Sk, a
Tak»Ke MOTOKA T'€HOB, CUJIa KOTOPOIrO MPOIIOPIIUOHAIBHA, TUCAEHHOCTA U YaCTOTE COOTBETCTBYIO-
ero reHoruna. Bropoe ypaBHeHNE — KaK MEHSIIOTCS YUCJCHHOCTHA C YIETOM MUTPAIMH U TOTO,
9TO CPEJHssl MPUCIOCODIEHHOCTD 0cobell KaKIoi CyOIOMy/IsIlinm, & TaK»Ke CKOPOCTh POCTa 3a-
BUCHT OT €€ TeHeTUIECKON CTPYKTYPHI (4acTOT T€HOTHIIOB).

B kauecrse dyukiun F' B (1) 6ymem UCI0JIb30BaTh 3aBUCUMOCTD BH/IA:

be_N/K
F(N) = 1T o h(V-—No)” (2)

KOTOpasl OIUCAHUs JeHCTBHE IIOTHOCTHO-3aBUCHUMBIX (PAKTOPOB, OMPAHHYMBAIOIINAX POCT HHC-
neHHOCTH, & TakxKe 3ddexkr O (KOppessiiust MexK/y CpeJiHeil NHIUBHyaJ bHON IPUCIIOCO0-
JICHHOCTBIO U IIJIOTHOCTBIO HacesieHus1). B dyukimm (2) mapamerp K onpeessier 9KOJIOMHIecKy o
€MKOCTBb CPeJibl; b — cpejiHee IUC/I0 MOTOMKOB, TPUXOJISIINXCS HA [Tapy PoAuTeseil Ipu e IMHUTHON
cpesmeit npucriocobnennocru (W = 1).

Oyukiust NF(N) nepecekaercsi ¢ GHCCEKTPHUCO TEPBOrO KOOPJMHATHOIO YIVIA B TPEX
HenoBmKHBIX Toukax: 0, Ng 1 N =~ K In(b), KoTopble CyIIecTBYIOT OfHOBpeMeHHo 1pu b > 1.
[Tapamerp h > 2 B (2) 3a1aer KpyTusHy Kpusoii B Touke Ng, KOTOpasi COOTBETCTBYET MUHUMAJIb-
HOIi YUCIEHHOCTH HEOOXOIMMOIH JJist IIPOCTOro Bocupou3sojacTsa nomyssinuu (1 k 1). Huxke aroit
BEJIMUMHBL BEPOITHOCTL BCTPEY PA3HONIOJILIX 0COOEH IaIaeT, a YUCAEHHOCTDL IalaeT. JTO OTpa-
JKaeT CJIEAYIONIYI0 OCOOEHHOCTD AUILIONIHBIX OPraHM3MOB: JIaKe IIPHU BBICOKONW WHIMBUILYAJIHLHON
[IPUCIOCOBJEHHOCTH U «yIaYHOM» I'€HOTHIIE PEIPOLYKTUBHBINA yCIIEX 0COOM 3aBUCUT HE CTOJIBLKO
OT ee JIMYHbIX Kad9eCTB, CKOJIbBKO OT BO3MOXKHOCTH BCTPETUTDL ITapTHEPa, IIPOU3BECTU ITOTOMCTBO
1 00eCIIeUnTh Iepeaady I'eHOB B CJIeAYIOIINe IOKOJIEHNUS.

Parnee B [18] namu 6p11a Boinosnena sepudukarmu Mozgesu (1) aist cnydas R=1u G =0
¢ ucnosbzoBanueM jgannbix FO.IT. Asryxosa [28] o AuHAMUKM YUCIEHHOCTH ILJIOJOBBIX MYIIEK
(D. melanogaster) u gacrorax ajienst A jokyca rera a-Gdph B cucreme u3 n = 30 CBI3aHHBIX
B KOJIBIO SIIMKOB. BBLIO MMOKazaHa, UTO HabJomaeMasi B 3KCIEPUMEHTE JUBEPrEHIsI 110 MeHY
a-Gdph BosHuKaeT Garojapsi MOHUKEHHON MPUCIIOCOOJIEHHOCTH TUOPUIOB (S1 > Sg, S3 > S2).
[TosToMy BO3BMEM ITOJIyUEHHBIE OIEHKH IIapaMETPOB 3a OCHOBY JAJIbHENIero YMCJIEHHOTO aHa-
m3a (tabst. 1). ljisi mapaMerpoB S, yKa3aHO JiBa 3HAYEHWs: [IEPBOE UYUCJIO — UCHOJIb3yeMoe B
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pabore, B CKOOKax — OpUruHaJIbHbIE OlleHKr u3 [18]. JIBe 9Tu oneHKHu jaror GJIn3Kue HEBSI3KHU MO-
JIeJIBHOM ¥ peaibHON JuHaMuKu 4acToT. OIHAKO JJIsl HCXOIHBIX, 60jIee 1eM B ITOJIOBUHE CJIYUaeB,
dpuHAIBLHOE TPOCTPAHCTBEHHOE paclpeie/ieHne 9acTOT OKa3bIBAETCS OJIHOPOIHBLIM, YTO OrPaHU-
IUBaeT BO3MOXKHOCTHU JAJBLHENHIIIEro aHaAII3a.

Tabsuna 1. — HauanpHble 3HaueHns: napaMerpos Mogenn (1)-(2).

Table 1. — Initial values of the model (1)-(2) parameters.

n m s1 S9 S3 b |h| Ny | K
30 | 0.025 | 0.46 (0.244) | 0.07 (0.069) | 0.41 (0.227) | 3.6 | 5| 5 | 90

B KadyeCTBE Ha4dYaJIbHBIX YCJIOBI/IfI 6y,HeM HCIIOJIB30BaTh CJIyLIafIHI)Ie YUCJIECHHOCTU:
N@D@©) ~U[0;37], (> ND(0) =~ 300), (3)
1 9aCTOTHI '€HOTUIIOB:

ot (0) ~ 025 +0.10 [<1;1],65”(0) = 1= (¢f”(0) + 5" (0) ) ,a§”(0) ~ 0.33+ 016U [~11], (4)

rie U [Zmin; Tmaz] — TEHEPATOP PABHOMEDPHO-PACIIPEJIEJICHHO CJIyYaiiHOi BEJMYUHBL OT Ly 1O
Tmaz- 1AKHE 9ACTOTHI COOTBETCTBYIOT HANOOJIEE BEPOSATHOMY PE3yJIbTaTy Jipeiida reHOB Ipu dnc-
nensoctn Huke 3ddexkrunoit (N. &~ 50), KOTOPBIl UMeeT MeCTO NpH 3aceeHUN M3HAYATIBHO
mycThiX snukoB. OHU IPEJIIoaraioT 0ojiee BBICOKYIO «HAYAJIbHYIO» YacTOTY HE CAMOIO IPU-
C1I0COBIEHHOTO reHoTuna aa (83 < §1), 9TO JAefiCTBUTENbHO HAOIIOAAIOCH K H-MY HOKOJICHUIO B
OIMCAHHO} 9KCIIepUMeHTaIbHOI nomyssiiun [28]. ViMeHHO Takne HaYaIbHbIe YCJIOBHUs 00eCcednin
HAWJLyYIllee COOTBETCTBHE MOJIEJIBHOM U PeasibHON JUHAMUKHY ILJIOJOBBIX MyIiek [18].

2. Pexxumbl qunamukn mogenu (1)-(2)

ITpn mavgambueix ycnosusx (3)-(4) u mapamerpax u3 tabm. 1 momens (1)-(2) B Gosee 1em
99% ciaydaes JeMOHCTPUPYET CJICLYFOIUIl 9BOJIOINUOHHBINA CLEHAPUil: U3 OTHOCUTEJLHO Oeclo-
PSIZIOUHOTO PacIpe/iesieHnst TeHOTHIIOB U HAYAJIbHBIX YHCIeHHOCTEH (pesyabrar apeiida reHoB)
(puc. 1, a) gepes 50-150 mokoseHuii peryaspHo GOpMUPYETCsi yCTONUMBasi TPOCTPAHCTBEHHAS
JnuddepeHImarysi TeHOTUIIOB — BO3HUKAIOT JIBe WM (OJiee NeHETUIECKU OJIHOPOJHBIE I'PYIIIBI
CMEXKHBIX cyononyssituit (puc. 1, b). B ool 13 HUX (DUKCUPYIOTCsI TOJBKO 0COOH € T€HOTHUIIOB
AA, B npyroit — aa.

[TpocrpaHcTBEeHHO-BpEMEHHAs JIUHAMUKA (§A4A = 1, GAa = 2 U Gaq = ¢3) Ha puc. 1, b u
HOCJIE/IYIOIINX, TIPEJICTABIEeHa JIBYyMsl ClIocobaMu: B BUJIe JuarpaMM (IIepBbIi psijl), Ha KOTOPBIX
[BETOM 3aKOJIUPOBaH MPeodIaaiomuil Ha yJ4acTKe ¢ HOMEPOM 4 B MOMEHT BPEMEHH ¢ IeHOTHII,
a Takxke npoduiiell (BTopoil psiji) (hUHAIBHOrO pacupejesieHusl 9acToT M YuCJIeHHOCTel (Tpe-
Tuil psi). B rpynmax wim kiaacrepax, obosHadeHHbIX Kak AA, ¢ — 1, g2 = 0, g3 = 0; Aa —
O0<q <1l,¢2>00<qg3s<1l;aa-q¢ =0, g ~0, g3 — 1. B dunansuom pacupee-
JIEHUU Ha ydacTKax, PacIoJIOXKEHHbIX Mexy rpymnmnamu AA u aa, mo9TH BCErja MPUCYTCTBY-
eT HECKOJIbKO CyOmoIysisiuii (300 rubpuusaimm), B KOTOPBIX 33 CYeT MUTDAIUHA CO CMEXKHBIX
YUaCTKOB IMOJJIEPKUBACTCS 3HAYNMAsT J10J1s1 reTepo3uroT (g2 > 0). JIoBOIBHO 0KHIAE€MO, UTO B
30HAX THOPUIU3AINN U3-38 BBICOKOI JI0JTM T€TEPO3UTOT ¢ HU3KOM IPUCIOCOBIEHHOCTLIO CpeIHue
8o Bpemenn uncitenroct ((N)p = ST N () /T) okaspiBaroTcst CyIECTBEHHO HEXKE, UM s
reHeTHYeCKH OHOPOAHLIX cyOmomymsaumii (Tpernit ps ua puc. 1, b). Tlockombky 1 < bW < €2

Kyaaxos M. II., Ppucman E. 4.
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Puc. 1. @ — Tunuvnsle HadaJbHBIE yCJIOBUSI M b — IPOCTPAHCTBEHHO-BPEMEHHAs AMHAMUKa cucreMbl (1)-(2). ¢
— K onenke pasmepa reHeTHYeCKH OJHOPOJAHBIX I'DYII CMEXKHBIX CyONOMyJIsiinii (KJIACTepOB) HA OCHOBE YaCTOT
TeHOTHIIOB.

Fig. 1. a — Typical initial conditions and b — the spatiotemporal dynamics of the system (1)—(2). ¢ — Calculation of
the size of genetically homogeneous groups of adjacent subpopulations (clusters) based on genotype frequencies.

(mmzke Gudypranmonnoro 3uadennss moxenu N(t + 1) = N(¢)F (N(t))) runamMuka 9uCIeHHO-
CTH NIPOCTas, TOJHOCTBIO OIPEIEIAETCS TaCTOTaMU TeHOTHIIOB U (DIYKTYHUPYET OKOJIO CPEeJIHUX
3HAMEHHH, KOTOPBIE CTpeMATCs K cramuosapHonmy cocrosamio ((N )y — N mpu t — oo).

Puc. 1, a—b nemoncTpuUpyer, 9T0 OJMHAKOBbLIE HaYabHbIE YCJIOBHs M3-3a CJIydailHON MaT-
PHIBI MUTDAIMU MOTYT JIABATH PA3INIHbIe (DUHAIBHBIC PACIPEIEICHNAS JaCTOT, KOTOPBIE OTJIU-
YAIOTCs KOJIMIECTBOM I'€HETUUECKH OJIHOPOIHBIX Tpynil (2, 4 u GoJsiee), uX pasMepamMu U Pacio-
JIOXKEHUEM Ha KOJIbIIEBOM apeajie. Panee ObLI0 OOHAPYKEHO, YTO BEPOSITHOCTH (DOPMUPOBAHUSI
KJIACTEPOB PA3HOIO pazMepa 3aBUCHUT OT yIPaBJISIomuX napamerpos mogenn (1)-(2) [17], onrako
TOYHBIX OIEHOK He OBLIO JIAHO.

PaccMorpuM, Kak MEHSIIOTCsI pesKUMBL JuHaMUKK cucteMbl (1)-(2) npu Bapuaiyu mapamer-
poB or6opa (s1, s2 u s3) u ceszu (m, R u G).

2.1. Mepbl KOJLJIEKTUBHON JUHAMUKKA HA OCHOBE YaCTOT M€HOTHUIIOB. AHaju3 us-
MeHeHUH pesKUMOB JuHaMuKK cucreMbl (1)-(2) yimobHee IpOBOAUTH HA OCHOBE IPOCTOM U HOHSIT-
HOM Mepbl. [IjIst 9TOro JIOrMYHO PaccMOTPETh BeIUIHHY ¢4 = gAA + 0.5¢4q, KOTOpasi paBHA J0JIH
ramMer cojiepzKanmux amieab A (AHAJOrMYHO MOYKHO PACCMOTPETH BEMYUHY (q = (aq + 0.5GAq)-
CresuTh JMIIb 3a Hell, a He OJJHOBPEMEHHO 3a TPEeMsl 4acTOTaMHU, JOBOJIBHO IeJ1eC000pa3Ho, Mo~
CKOJIBKY BHyTpHU Kjacrepa AA: qg) ~ 1 (qff) ~ 0), aa: ‘ZX) ~0 (qc(f) ~ 1) mouru Juist Kax1oit

(i)

CY6HOHyJIHIlI/II/I. Ha nadaybHBIX STallax W B 30HAX I‘I/I6pI/I,U,I/IBaH,I/II/I q, HMECT IIPOMEKYTOTHOE
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3HaveHue. [loaTomMy cpejiHee ero 3HadeHne M0 MPOCTPAHCTBY, BBIUHUCsSIEMOE 110 (pOpMyJIe:

(qa) = 1 zn: (4)

qa) = n a qa
JIOJIZKHO OTpaykaTh OTHOIICHUE KOJUIECTBA CyOIIOIYJISIMA ¢ PA3HBIMU T€HOTUIIAME, a €€ U3Me-
HEHHE BO BPEMEHH — XapaKTep COBMECTHON JUHAMUKH.

He ciioxkuo yoeuThest, 9T0 IpH JIOCTATOYHO MAJIOl CBSI3M U OTOOPE MPOTUB IeTePO3UTrOT
YACTOTBI OY/LyT MOHOTOHHO CTPEMUTBCS K CBOMM TIpeiebHbIM 3HadenusM — O wan 1 (puc. 1, b).
Torsa cpejiHee ux 3HaUYEHUE, BbIPaXKEHHOE Yepe3 (¢4), B ACUMITOTUIECKOM CJIydae MOXKET [PH-
HUMATD JIAIIL OQHO N3 CJEAYIONNX 3HATCHMUIL:

1 2 3 Ly

0, -, 2,2 A,

n'n’'n n

rae 4ucauTesb L4 paBeH KOJIMYeCTBY CyONONIYJIANMil, 3aCeJEeHHBIX TOJBKO romosuroramu AA

(puc. 1, ¢). OTkiloHeHusI {(g4) OT TUX 3HAUEHUIT, OUEBHUIHO, OY/I€T CUIHAJIN3UPOBATH O IIPHUCYT-

CTBHUN CYOIOIYJIANUI ¢ BBICOKHM YHCJIOM I'MOPUIOB B 30HAX TMOPUAM3ALNN MEXKIY KJIACTEPOB

HeGoIbIIOro pasmepa (Tperuii npumep Ha puc. 1, b). OTKIOHeHHs] Tak)Ke Oy/yT CYIeCTBEeHHbBI

B IIEPEXOIHOM IIPOIECCE, IOKA HE JOCTUTHYTO (pUHAJBHOE paclIpeaesieHne 9acToT. s 60Ibmmx
KJIACTEPOB ¢ HEOOJIBIINMU 30HAMU TUOPUIM3AIME OTKIOHEHNs OY/IyT MUHUMAJIHHBL.

ITocKOJIBKY JIJIs aHAIM3a MEXAHN3MOB JUBEPIEHINN HE BaXKHO, KAKOI KJIACTEp UMEET HaM-
Gosibimit pasmep (AA win aa), BHIIOJIHUM «HOPMUPOBKY» YaCTOTBI GA:

q=qa(l—qa) = qaga,

a ,HaﬂbHefIHlee uccjaeag0oBanmue HOCTpOI/IM Ha aHaJIn3€e Cpe,HHI/IX II0 BceMy apeaﬂy 3HaquHﬁ:
1 n
(a() = 2 g (t), (5)
1=

nx CcpeJgHero 1o BpeMeHUr 3Ha4Y€HUsI B YCTOHBmeﬁCH JaCTUu JUHaAMUKK (HOCJIG To)I

T
q:Tf%;%@w» (6
CTaHJaPTHOT'O OTKJIOHECHUA:
1 < o
SR =P MUCELE (7

a Takxke pasmaxa apuanuu: v = max (q(t)) — min (q(t)) masa t = To, To + 1,7+ 2,...,T. B
GoJibIUHCTBE ciryvaeB OyjeM paccmarpuBarh 1y = 150 u 1" = 300 nokosieHnii, 9To JJIst IJIOJOBBIX
MYIIIEK PaBHO MPUMeEPHO 7.5 U 15 rojlaM COOTBETCTBEHHO.

Awnayiornano cpejneit yacrore (q4) Beandnsa (5) B ACHMITOTHYECKOM CJIy4Yae TPUHIMAET

wn~ (1-%). (5)

n n

JUCKPETHBIN HAOOD 3HAYEHMI:

rie L = min(La,n — La) = 0,1,2,...,n/2 uMeer HEMHOIO MHO{I CMBICJ — OHA PaBHA Pa3Mepy
HaXMEHBIIEro Kjaacrepa ¢ remorunoM AA mwim aa.

Kyaaxos M. II., Ppucman E. 4.
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2.2. OueHKa BEpPOSITHOCTU AWBEPreHIUN [IPU W3MEHEHWU MapaMeTpoB orbopa.
MHOroKpaTHOe HOBTOPEHNE MOJEJIbHBIX PACIETOB (PEIlINK) MO3BOJISIET PACCMATPUBATDH YKa3aH-
Hble BesimauHbl (5)-(7) Kak ciydailHble YHCjIa, KOTOPble UMEIOT ONPEJIeJIeHHbIE PACIIPEIeIeHs
BepositHOCTeil. Beimosnnm nx ananmms o cepun 100 min 200 pertuk mozenu (1)-(2) npu pasimd-
HBIX HadaabHbIX (3)-(4) ycsoBusix, BapmaHTax MaTPHI[ MUTDaIun (/i Pa3HBIX t) U BapHAIMN
apamMeTpoB MOJIEJIN.

PaceMoTpuM BepoOSITHOCTB TOTO, YTO pasMep KJjacrepa 00pa3soBaHHOIO U3 CyONONyJIsIIuil ¢
reHotruriom AA WM aa NPEeBOCXOIUT HEKOTOPOE MUHUMAJIBbHOE 3HAYEHUE Ljyip. s KaxK 1ol pe-
ik Mozen (1)-(2) npu dpukcnpoBanHOM HAOOPE MAPAMETPOB OIEHNM BeJINInHY L Tak, 9To0bI
3HAYEHUE CPEJIHEro § C yUeTOM pa3Max BapHallul U U CTAHJIAPTHOIO OTKJIOHEHUsI 0 ObLIO OjimzKe
K OJIHOMY W3 TeopeTndecKux 3HadeHnit (8). Jasee mo cepun perimk paccauTaeM SMINPHIECKYIO
BEPOSITHOCTH COOTBETCTBYOMIEr0 PpocToro cobbitusi: P = P (L > Ly;y). Ilocie sroro mosropum
pacder Jiisl CJIeJIYIONero Habopa napaMeTpoB, HAYaJbHBIX YCJIOBUI 1 MHOM [IOCJIeI0BATEIBHOCTH
marpui, Murparuu. [losydenasie byHKIME pacipeiesieHusi n300pasuM Ha IIOCKOCTH (81, S3) B
BUJI€ HECKOJIBKUX U30JIMHUI TTOPOTOBBIX Ly U BepositHOCTEH P(L > Lipiy,) = Py (puc. 2, a).

(a) (b) B, 5,=0.095, 5,=0.07, 5;=0.09
0.5 30 T T ) g
Tl‘anSant
0.4 20F
P(L>8)>0.95| 7 Aa :
03 P(L>4)>0.5 10p |
Sy P(L>1)>0.05 1 : : J o
0.2 P(L>0)=0 0 100 200 ¢ 300/ 400 500
5* ' 1 .
h T o aa Transient qx Qua
b= 0.5
5,=0.07 oy
O 1 ||S 1 1 1 -
0 01 02503 04 05 0 i

Puc. 2. ¢ — Inarpamma, Ha KOTOPOi Pa3HBIMHU I[BETAMU OTMEYEHBI IIapaMeTPhl, COOTBETCTBYIOIINE T€HETUIECKOMN
nuBepreniun B cucreMe (1)-(2) ¢ ykasaHHBIM pa3MepoM Kiacrepa L U BEpOSITHOCTBIO P; B 3amITpuXOBaHHOI
obJtactu oHa HeycrohumBa. b — Ilpumep ¢ JIUTETBHBIM TEPEXOIHBIM MPOIECCOM K OTHOPOIHOMY PaCIPEICICHUIO
IIpY TTapaMeTpax M3 3alITPUXOBAHHON 00JIACTH.

Fig. 2. a — Chart of parameters corresponding to genetic divergence in the system (1)-(2) with cluster size L
and probability P are marked in different colors; it is unstable in the shaded region. b — An example of a slow
transition process toward a uniform distribution for parameters from the shaded region.

Jluarpamma Ha pHUC. 2, ¢ TTOKA3bIBAET, KAK MEHSIETCS BEPOSITHOCTH BO3ZHUKHOBEHUS JU-
BEpreHINN TIPpY W3MEHEHUH IapaMeTpoB 0TOOpa S§1 M S3, W (DUKCHUPOBAHHOM 3HAUEHWH So. JJIs
napamMeTpoB U3 YepHON 06JIACTH MOYTH BO BCex perumkax (6osee 95%) MUHUMAJBHBIH pasmep
rpymm 6b11 Oosbiite 8. B KpacHoil 061acTH 9TO BO3MOXKHO He 0oJiee €M B ITOJIOBUHE CJIyUaeB,
HO CO 3HAYUTEJLHBIM CHUXKEHHEM pasMepa Kjacrepa Ly, 10 4. B kpaiineit po3osoii obiaactu
JIMBEPrEeHIMN — 9TO MaJioBepositHoe cobbiTre (He 6ostee 5%). st napamerpos u3 6esoii obia-
CTH BCe CyOIOIMYIANNNA ObICTPO OKA3BIBAIOTCS OIHOPOIHLIMU U OYIAYT COCTOSITH M3 TOMO3UIOTHBIX
ocobeit AA (sieBblit BepxHUii yros) uin aa (npaBblii HUKHUIA).

Ha puc. 2, a BumHA acHMMETPHs MOJIyYeHHBIX 00JIACTEll HEOIHOPOIHOTO (IMBEPreHIN)
1 OJTHOPOJITHOT'O PACIpeieIeHIs TeHOTUIIOB OTHOCUTEIBHO OUCCEKTPUCHI TTIEPBOTO KOOPIUHATHOTO
yriaa s; = S3. Hampumep, okumaercs, 9T0 IIpu §1 > S3 Bcerma Oymer mpeobJiaanne CyOIomy-
asinuii ¢ renorunom AA (Ly > L,). OmHako 910 He Tak, U B BbIIEJIEHHBIX 00JIACTSIX DEILINK,
B KoTopbiX L4 > L, u L4 < L, npumepno nopoBHy. Takas acuMMeTpusi, OYeBUIHO, CBI3aHAa C
3aJI0’KEHHOl B HAYaJIbHbIE YCIOBUs (4) HOBBIIIEHHOl YaCcTOTHI MEHOTUIIA Ad.

Kyaaxos M. I1., Ppucman E. 4.
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st mapamMeTpoB M3 3aIITPUXOBAHHON 00JIACTH Ha PHUC. 2, ¢ BEJIMIUHLI L U BEPOSITHOCTU
P dopMambHO BBIYUCIAIOTCS, HO BO BCEX PEIUIMKAX (DUKCHPYETCs CUIBHBIN W MOCTOSTHHBIN pas-
6poc 3uavennii (¢(t)) u crangapTHOrO OTKJIOHEHUs: 0. B 910ii 0b1acTu CyOIOMyIIsiuu MeIJIEHHO
JIBIKYTCSI K OJTHOPOJTHOMY TE€HOTHUITHIECKOMY PACIPEEIEHUIO, U ONEHUTh KOHETHOE COCTOSTHHE
porecca MOXKHO JIMIIL pu 3HadnTenabuom 1. Ha puc. 2, b mokasan nmpumep Takoil JUHAMUKH,
rie npu OJMM3KUX IapaMeTpax oTOopa IaCTOTHI qu) (t) 6yayT MeJJIeHHO pacTu, MOKa HanboJiee
PUCTIOCOB/IEHHBIN TeHOTHII (B JJaHHOM ciiydae AA) OKOHYATEJbHO He 3aKPEIUTCs Ha BCEM apea-
Jsie ipuMepHo K 700 HOKOJIEHHUIO, JazKe ¢ yIeTOM 0TOOpa IIPOTUB FeTepO3uroT (Sg < S1, S2 < S3).

U3 310r0 MOXKHO cIesaTh CAeAYIONi OYEeBUIHLIA BBIBOJ: JIJIsT PEIPOIYKTUBHON M30JIsI-
I, KOTOpast 0beCIednBaeT yCTONINBYIO TeHETHIECKYTO JUBEPTEHITNIO HA KOJIBIIEBOM apeajie C
JIOKaJIbHOI ¢Bsi3bi0 (R = 1, G = 0), HEJOCTATOYHO TOJILKO MOHUXKEHHOI IPUCTIOCOBIEHHOCTH
reTepo3uroT. Puc. 2, ¢ AeMOHCTPUPYET, UTO OHA BO3HUKAET, €CJIM MHTEHCHBHOCTH OTOOPA TOMO-
3UTOT §1 U §3 MPEBOCXOJUT HEKOTOPOE KPUTUUECKOE 3HAYEHUE §* > So, a4 HE TOJBHKO WHTEHCUB-
HOCTH OTOOpaA TETEPO3UTOT S2. B TPOTUBHOM Ciydae MUBEPTEHIINsT BO3HUKAET TOJIBKO KaK IaCTh
JUTUTEIHLHOTO Tepexo/Horo mporecca (Transient na puc. 2).

Kpowme Toro uz mmarpaMmbl Ha PHUC. 2, ¢ BUJHO, YITO JUBEPrEHINS BO3MOXKHA, €CJIH Pa3-
HOCTH MEXKJIy TapaMeTpaMu 0TOOpa TOMO3UTOTHBIX 0CO0el §1 M S3 He MPEBOCXOINT HEKOTOPHIX
BesimduH. [Ipu MpeBbIIeHnn 3TOro MOpora Ha KOJILIIEBOM apeasie ObICTPO 3aKkpenuTcs Hanboee
npucriocobienubiii renorun (AA ecam sy > s3, WK aa, €Cau Sz > S1).

B pesysbrare, eci rOMO3UIOTBI JIUIITL HEMHOT'O IIPEBOCXOJIAT METEPO3UTOTHBIX 0cobedt (ru-
O6pHUJIOB), TO JUBEPreHIs OyeT BO3MOXKHON TOr/Ia U TOJBKO TOTJA, KOTJIa MEXK/y ITPOTHBOIIO-
JIOXKHBIMU TIPU3HAKAMU HET CYIIECTBEHHON PA3HUIIBI B IPUCIOCOOIEHHOCTAX (S ~ S3 2 S¥).
[Tpu cymiecTBeHHOM HPEUMYIIECTBE TOMO3UIOT HaJl TeTepo3uroraMu (si, s3> s*) pasHulla B UX
[PUCTIOCOBIEHHOCTSIX MOYKET OBIThH JI0CTATOYHO BbICOKOiT (30-40%).

SaMeTnM, 9TO POCT pajamyca CBsi3n R TPUBOAUT K CYKEHWIO OTMEYEHHLIX Ha DHUC. 2, 4
obacTelf, a Tak¥Ke MaIeHUIO JOMYCTUMOM pa3HUIBI MEXKIY TapaMeTpaMu orbopa S$1 U S3, MpH
KOTOPOil BOBHUKAET [uBeprennusi. Kpome Toro, eciv HeT HA9aIbHOTO IUCIEHHOTO MTPEBOCXOICTBA
KaKOTO-JIN0O M3 TEHOTHUIIOB, T.€. TIPU PABHBIX CPETHUX 3HAUEHUSX HAYAIBHBIX IaCTOT ¢ U (3,
001aCTb JUBEPTEHITNH OYIeT CHMMETPUIHON OTHOCUTETBHO S] = S3.

Paccmorpum pacipeenenns pernink mogenn (1)-(2) n KOHKpeTHbIe TpUMEpbI THHAMUKIM,
B KOTOPBIX JINBEPreHINs BO3HUKAET, YCTONUNBA U COXPAHSIETCsS HEOIDAHUYEHHOe BpeMst (puc. 3).

B mepBom psiy Ha puc. 3, ¢ MOKa3aHBI THCTOIPAMMBI PACIIPEIECHNST KIACTEPOB MO pas3-
MepaMm L. Bo Bropom psijly pacrosiozKeHbl 3HAU€HUsI CPEJIHUX 110 IPOCTPaHCTBY 3Hadenuit (q(t)),
IIpeJIcTaBJEHHBIE €70 CPEJHUM 110 BpEMEHU 3HadeHneM ¢ Ha BpeMeHHOM mHTepBaJe oT 1y = 150
g0 T = 300, a rakxke MakcnMaJbHbIM max (¢(t)) u MuHEMaIbHBIM min (¢(t)) ero 3HaveHHEM
(cTaHIAPTHOE OTKJIOHEHHE 0 371eCh OILYIIEeHO). [Ijisi JIydinero BOCHPUTHS STH BEJUUUHBI OTCOP-
TUPOBAHBI B MOPSIIKE BO3PACTAHUS BEJUUUH (, OJyIeHHBIX B 100 pa3HBIX peIInKax.

U3 rucrorpamm Ha puc. 3, @ BUIHO KaK MEHSIETCS BEPOSTHOCTH OTHOPOIHOTO pacIpesie-
nennst (L = 0), Korga Bce cyOmoIyssinuu coctosT u3 ocobeii ¢ remornnom AA wimm aa (Mo-
nomorphism), 1 HEOJHOPOHOTO WU KJAacTepHOro pacupeseserust (L > 0), Korja B cucreme
npezcrasiaenbl Bee Tpu reHoruna (Polymorphism). D9rto Takxke gemoncrpupytor rpaduku (q(t))
u (g4 (t)), Ha KOTOPBIX 3HAYEHUSI U3 PA3HBIX PEILIMK OTUETJINBO IPYHIUPYIOTC U (DIYKTYUPYIOT
OKOJIO HEKOTOPOTro KoHewHoro Habopa sesmaunn. s (¢(t)) onn paBHBI 3HAYCHUSIM U3 COOTHOIIE-
nus (8) mpu L = 1,2,...,n/2, KOTopble OTMEYEHbI Ha JONOJHUTEILHOM ocu crpasa. U3 aroro
rpaduKa BUIHO, 9TO PA3HBIM MMapaMeTPaM COOTBETCTBYIOT pa3Hble HADOPHI BOZMOKHBIX 3HAYE-
uuit L. [yt mapaMeTpoB u3 po30Boil obsiacTu Ha puc. 2, ¢ 3170 HAOOp HEBeJUK — L 9acTo paBeH
2, 3 u penko pocruraer 3uaderuit 5 uau 6. [lorpyxkasics rirybxke B obsracTsb auBepreuiuu L 1acto
IpUHIMAET BhICOKHe 3Hadenns (12-15), a nebosbime (2-3) ee 3HAUEHNST CTAHOBSITCS PEKOCTDIO.
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(a) B: 5,=0.45, 5,=0.4475 B,: 5,=0.45, 5,=0.4325 Bj: 5,=0.455, s;=0.4125
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Puc. 3. a — 3akonbl pacupejesnenus ciayvaiineix Bemmant (qa(t)), (¢(t)) u L mis napamMeTpoB, OTMEYEHHBIX HA
puc. 2, a. Numa u Num — «HOMep» DEIIHKH B IOpsiAKe BO3pacTaHus g, u ¢. b — IIpumep HEKOTOPBIX perIuK
Mmogziesu (1)-(2), KOTOpbIe OTIMYAIOTCS pa3MepaMy KJIACTEPOB IeHETHYECKU OJJHOPOJHBIX CYOIOIY/ISIMil, & TaKxKe
JUHAMUKA (q) ¥ gA.

Fig. 3. a — Distribution functions of the random variables (ga(t)), (¢(t)) and L for the parameters labeled in
Fig. 2, a. Numa and Num denote the “number” of the replica in ascending order of g, and g. b — Examples of
model replicas that differ in the sizes of clusters of genetically homogeneous subpopulations, and dynamics of (q)
and qa.

B jionosiHeHnn K CKa3aHHOMY Ha puc. 3, b IIpUBEJEHBI IPUMEPH! (OT/eJbHbIE PEILIKH )
IPOCTPAHCTBEHHO-BPEMEHHOI NUMHAMUKHI 9aCTOT TeHOTHUIIOB JIJIs IIEPBOTO U TPEThero Habopa Ia-
PaMeTpOB, KOTOpble OTIMYaioTcs HabopoM BeauuuH L. B mepsoMm u BTOpoM croJsble IpuBejieHa,
nuHamuka cpejgnero (q(t)) miis Bceil cucTeMbl U 9acToTa ¢4 I OT/IEIbHON CyOIOMyIIsiuu. DTH
IpUMEPEL JEMOHCTPHPYIOT TO, YeM COIPOBOXKIAETCS IIEPEX0/] OT HEOJHOPOJHOIO PACIPEIe/ICHUS
cybronyssinuii K Kiacrepromy: cHadasa (¢(t)) JOCTATOYHO MOHOTOHHO JIOCTHIAeT HEKOTOPOTO
Ipeae/bHOIO 3HAaYeHus ¢, a 3aTeM (PIyKTyHpyeT BOKPYr Hero. Paszmax sTux KojebaHuii, ode-
BHJIHO, 3aBUCUT OT IIapaMeTpa MUTPALUU 1M, U TOrO JTOCTUTHYTO JU (PUHAILHOE PACIpPEIeIeHIe
YACTOT. 31eCh MOXKHO IIPEIIIOJIOXKHATE CICAYIONIee: eCJIn CpeHee § OJIU3KO K cpeaHeapudMeTnde-
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ckomy (min (g(t)) + max (q(t))) /2, To dbuHAIBHOE paclpejieieHe, BEPOSTHO, y2Ke JOCTUTHYTO
(kak B epBoM npumepe). Ecim oHO cMerneno 6imke K MEHAMAJIBHBIM MM MAKCHMAJIbHBIM 3Ha-
YEHUSIM, TO [IepEPACIIPe/IeIeHIe TeHOTHIIOB 110 apeaJly [IPOI0JIKAeTCst (BO BTOPOM IpUMepe). DTo,
B YaCTHOCTH, 3aMETHO 110 JMHAMHUKHU JaCTOTHI 4 Y HEKOTOPBIX cybmomyJsiuii. B nepsom mpu-
Mepe OHAa JIOBOJIbHO PABHOMEPHO KOJIEDJIETCSI OKOJI0O HEKOTOPOT'O 3HAYEHUsI HA BCEM BPEMEHHOM
nHTepBaje. Bo BTOpoM — "acToTa MEIJIeHHO HOCTUTAET 3HAYeHus OJM3KOTO K 1, 3aep:KuBaeT-
¢ HA HEM, OJIHAKO 3aTeM ObIcTpo mnajaer u dukcupyercs Ha ypoBHe ~ 0.5. 3areM OHA OUSATH
JIOCTATAeT MaKCUMAaJbHOI'O 3HAUEHUS, U TIOBTOPSIET 9TO HECKOJBKO pas.

Baxxno ormernTsh, uTO 1ipu UKCUPOBAHHBIX ITapaMeTpax orbopa s u S3, a Takxke R = 1u
G = 0 omHOpPOIHOE pacipe/iesierne renorunioB (Monomorphism) Bo Beex perimkax mpeicTaBieHo
JIAITE OHUM reHoTuioM — AA nin aa. 3mech, OI€BUIHO, UTO U3HAYAIBLHO 0OOJIee MHOTOYNCIICH-
HBI (B JIAHHOM CJIydae 9To aa, u3-3a ycjaoBuii (4)) umeer GoJIbIIIe MAHCOB 3aXBATUTH BECH apeall.
OHAKO 9TO BO3ZMOXKHO JIMIID B CIyUae, €CJIH €r0 MPUCTIOCOOICHHOCTD He CUIBHO HIKe, deM y AA
(B HUKHEli YacTH KPacHoii u po30oBoil obacTu Ha puc. 2, a). B IpoTuBHOM ciiyuae MajgO9InC/IeH-
HBII, HO HauboJjIee MPUCITOCOOJIEHHBIN reHOTHI AA, 3a CUeT BBICOKHX TEMIIOB POCTa HEM30EKHO
BBITECHUT aa (B BEPXHEN 4acTu KPacHON U PO30Boii obsiacTu Ha puc. 2, a). B ciydae kiacrepro-
ro pacupeseserns (Polymorphism) sro npasuio, oueuiHo, Hapyiaercs. Eciau npocieanTs 3a
HAYAJTBHBIMU YCJIOBUSIMU TO, HECJOXKHO YBUJETDH, YTO YACTOTHI reHOTHTa AA Yy HEKOTOPHIX Cy6-
MOITYJISIIIAI CJIYYIaiHO OKA3bIBAIOTCSI BBIIIE CPeJHEN 9acTOThl 60jiee MHOIOYNC/IEHHOTO TeHOTHUIIA
aa. Torna y AA nosiBjsteTcst maHc 000COOUTHCS U 3aXBATUTH XOTs ObI YaCTh apeaa, cOOpMIPO-
BaB Kjacrep. JleficTBUTeIbHO U3 inarpaMMbl Ha pUC. 2, ¢ BUJIHO, 9TO 3TO YAAETCsS B HEOOJIBIIIOM
qHC/Ie CAydaeB (71 HEKOTOPBIX MMOCJIE0BATEIBHOCTEH MATPUI] MUTDAITHIA).

Paccmorpum Terepb m3MeHEeHUsT PEXKUMOB [TPOCTPAHCTBEHHO-BPEMEHHO JIMHAMUKHU U Be-
POSATHOCTH JIUBEPrEHIUN IIPU BAPHUPOBAHUN 1aPAMETPOB CBS3H.

3. BeposiTHOCTN AUBEPreHIUU U €€ MYJIbTUCTAOUIIBHOCTD ITPU U3MEHEHUN
napaMeTpoB CBA3U

JIoboe yciioKHEeHre CTPYKTYpPhI MOIYJIAIUOHHON CETH, COMPOBOXKIAEMOE, HAIIPUMED, PO-
cToM pajuyca csasu (R) win nosiBieHneM JaabHOeHCTBYOMuUX myreil qys murpamnun (G), ae-
JIaeT cucTeMy 0oJiee TeCHOI M IO3BOJISeT IPU3HAKAM PACIHPOCTPAHATHCS M0 apeasly 3HAYNTEIh-
HO ObicTpee u 3dderTuBHee, yeM B Iensx uian Koublax |[14—16]|. TTosromy mnpocTpancTBeHHASI
muddepennuanysa 0cobeil WM JUBEPre’nus IPU3HAKOB B CJIOMKHBIX Pa3BETBJICHHBIX CETAX, C
OIHOI CTOPOHBI, CTAHOBATCH peaxkuM cobbitueM. C Ipyroii, eciam M CIydaeTcs, MOXKET COIpPO-
BOXK/IATHCSI MHOYKECTBOM HEJIMHEHHBIX JMHAMUYECKUX (DEHOMEHOB (YacTUYHAs CHHXPOHU3AINUS,
IPOCTPAHCTBEHHAS MYJILTACTAOMILHOCTb, OEryInyue BOJIHBL, IIPOCTPAHCTBEHHO-BPEMEHHAS Iepe-
MeKaeMOCTh, XUMepbl U T.11.). B cucreme (1)-(2) 510 nposiBisiercsi, HAPUMeEp, B JJTATEILHOM I1e-
pexojie K HepaBHOMEPHOMY HJIA, HA060pOT, pABHOMEPHOMY PACIPEIC/ICHUIO IPU3HAKA 110 apeaJy,
P KOTOPOM KJIACTEPHI HECTAIIMOHAPHDI U MEHSIIOT pa3Mephl. B 3ToM ciyuae Gyger He0CTaTOIHO
aHAJIM3UPOBATEL TOJILKO JINMIL BEPOATHOCTH (POPMUPOBAHUS KJIACTEPOB OIPEIEJICHHOIO pa3Mepa
(L) 6e3 yuera usMeHeHHsl pasMaxa Bapuaruu (v), CTaHIAPTHOIO OTKJIOHEHUs (0) YacToOT MeHO-
Tunos. [10sTOMY aHa/In3 yC/IOBHIT JUBEPreHINd 110 CePUSAM PEILINK MOJIEIN JIOJIKEH ONUPAThCS
HA OIEHKH OJHOBPEMEHHO HECKOJLKUX ITOKa3aTeIei.

JnarpaMMmbl Ha pHuC. 4 — KOMIO3UTHBIE N300pasKeHust, MOJIyYeHHbIE MAaCIITAOMPOBAHIEM
BBIYUC/ICHHBIX IIOKa3aTesell B IBETOBYIO HAJNATPY. JJIs 3TOro MCIoJb30Bajach MAUHAMAJILHAS 1
MaKCuUMaJibHasl 9acToTa ¢, ee cpejiHee CTaHAapTHOe oTKJoHeHne o B cepun 200 pernsiuk Mo/ienu,
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(b) () O Non-connected
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and aa)
10/ Transient to A4
+ Poly.

Trans. to A4 or aa
+ Poly.

@ Trans. to A4 or aa
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Puc. 4. [IuarpamMMa OCHOBHBIX BADUAHTOB IIPOCTPAHCTBEHHO-BPEMeHHOM auHamuky cucremsl (1)-(2) npu Bapua-
1y mapamMeTpoB cBsi3u npu s1 = 0.46, s = 0.07, s3 =0.41,a -G =0,b—- R=1, c —m = 0.06.

Fig. 4. Chart of the main scenarios for the spatiotemporal dynamics of the system (1)-(2) as the coupling
parameters vary at s1 = 0.46, so = 0.07, s3 =041, a —G=0,b—- R=1 and ¢ — m = 0.06.

a Takxke napamerp nopsjka Kypamoro [31]:
z(t) = prexp (imgy) = 1 iexp (iwq(j)(t)>, 9)
n

rje pr = |z — ammurya, ¢p = arg (z;) — apryMeHT WK yroJl apaMeTpa Mopsijika, i — MHIMAs
eqununa. s BemyuH pp aHaJM3MPOBAJINCh KpailHue, CpeJHuEe 3HAYEHUS U CTAaHJAPTHOE OT-
kJioHenue. [lojrydueHHble HA OCHOBE 9TUX MOKa3aTeseil 00JaCTU JIMBEPIeHIINY U TPAHUIIBI MEXK LY
HUMH B TIAPAMETPUIECKOM TTPOCTPAHCTBE HE CTOJIh Y€TKNE KAK B MPOIILIOM CIYYIae. ITO CBI3AHO
C TE€M, YTO U3MCHCHUS 3HAYCHUN HapaMeTpOoB, YacTO, MCHACT HE BEPOATHOCTL JAUBEPIEHIINU, &
BpeMd llepexo/ia K HeMy U3-3a CJIyYaHbIX HadaJIbHBIX YCJIOBUNU U CJIydalHOU MUIDALUU.

3.1. Bapuanusa napamerpoB m u R. PaccMmorpum mist Havasia n3MeHEeHHe paciipese-
JIEHUH pesKUMOB JIMHAMWKI [IPU PA3HBIX 3HAYEHUSIX TAPAMETPOB CBSI3H 1M1, R 1 OTCYyTCTBUU JAJTb-
HozelicTBytomux Murpanuii (G = 0) (puc. 4, a). 3adukcupyem Jjisi 9TOro napaMeTpbl 0T60pa
TakK, 9TOOBI IpU OleHKaxX u3 Tadi. 1 B cucreme (1)-(2) dopmupoBaioch ycroifunBoe KiaacTepHoe
pacipejiesieHie TeHOTUIIOB (JuBepreHiust) B G0JIbIINHCTBE PEILIUK.

Hecpstzanusie cymonymsimun (R = 0, G = 0 — obsacts O Ha puc. 4, a) 9BOTIONUOHUPYIOT
HE3aBUCUMO TaKUM 0Opa3oM, YTO B HEKOTOPBIX M3 HUX (uUKcupyeTcs reHotun AA, B apyrux
aa, & 9acTh YyJaCTKOB OKA3BIBACTCS MyCTOW M3-3a HEOOJBIMON HAYATLHONW UHUCIEHHOCTH B HUX
(N®(0) < Ny) 1 oTCcyTCTBIS MUTDAIIL.

[Tpu manoii murparuu (m < 0.02, R > 1), npu KOTOPO# YMCI0 MEIPAHTOB MEXKIY CMEXKHbI-
MM yIaCTKaAMU COCTABJISIET TOPsiKa 2-3 ocobell, BO Bcex permkax depe3 150 mokosienuit popmu-
pyeTcst, o KpaitHe#t Mepe, IBa TEHETUYIECKN OJTHOPOIHBIX KJIacTepa, ¢ YCTOWINBBIM COXPAHEHTEM
nosmMopdusma Bo Beeit cucreme (Polymorphism). Ha puc. 4, a sra obactb napamerpos 0603Ha-
gena pumckoi nudpoit I. B jeBoit wactu puc. 5, a nmokazaHo J0BOJILHO TUIIUIHOE PACIPEIeICHIE
peIumK 1o BesmanaaM (g4) u (¢) st 3nadennii m u R n3 sroit obsacru. VI3 HEX BUJIHO, UTO 3/16Ch
IPUMEPHO B IIOJIOBUHE DEILINK B Kiacrepax npeobuasaer resorun AA (La > L,), B npyroii —
aa (La < Lg). Ogaako m3-3a c1aboii CBA3M HU OJIMH U3 HUX OKOHYATEJHLHO He (DUKCHPYETCs, U
qacTOThI (PJIYKTYUPYIOT OKOJIO TpejebHbIX 3Haderuit — 1 uau 0. Bropoit npumep Ha puc. 5, b
cIeBa JEMOHCTPHUPYET 9TO, TJie HEKOTOPBIE CYOIOMYJISINN KIacTepa aad M3-38 MUTPAIUN He CO
CMEXKHBIX y9aCcTKOB (B Ipejenax pajuyca R) MOCTOSHHO HOIOJHSIOTCH OCODSIMH ¢ T€HOTHIIOM
AA. B pesynbraTe TaM MOJIEPKUBACTCS HEKOTOPBIH yPOBEHDb MOJUMOP(MU3Ma M UIET MOCTOSH-
Hast TUOPUIU3AITHS.
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Puc. 5. a — Pacupegnesnenus ciyuaitubix Beaudnt (g4 (t)) u (g(t)) B pasubix permkax mogeau (1)-(2) ns napa-
MeTPOB, OTMEUEHHBIX Ha puc. 4, a. b — [Ipumepsl HekoTOpBIX peruk Monen (1)-(2).

Fig. 5. a — Distributions of the random variables (ga(t)) and (g(¢)) in different replicas of models (1)-(2) for the
parameters marked in Fig. 4, a. b — Examples of some model replicas.

B obnactu I npu si0bb1x pajsimycax cBssu R Bcerjza BOZHUKAET MHOXKECTBO MEJKUX KJIa-
crepoB (70 5 cyOmoIysIsiImit), KOTopble Ha JuarpaMMe [POCTPAHCTBEHHO-BPEMEHHON JIUHAMUKI
UMEIOT BUJ[ y3KUX moJioc (puc. 5, b ciesa).

Poct cunpr cBsizu u Beixos B obstacts 11 u I1I nmpuBoauT K TOMy, 9TO K perimKaM ¢ yCTOMN-
YUBBIM KJIACTEPHBIM PACIIPEJIEIEHUEM TEIIOTUIIOB, JOOABJISIIOTCS PEIIEHUsI, B KOTOPBIX KJIACTEPhI
Ji0O0 He BO3HUKAIOT, JTIN0O OBICTPO Pa3pyIaiOTCs, U BCE CyOIOMYJISIINN CO BpEMEHEM OKA3BbIBAIOT-
cst ogropoHbiMu. [Ipudem B obmacru 11 (mpu m < 0.04) Bo3MOXKEH 1mepexo/| TOJbKO K T€HOTHILY
AA, a obmactu 11T (m > 0.04) nepexox kak k AA, Tak u aa.

B nenrpe puc. 5, b npuseienbl npumeps! pacupejesenuii (qa(t)) u (q(t)) st napameTrpos
u3 obstactu 11, mpu KOTOPBIX HAOIIOMAIOTCS PEIIeHNsS C MEJIICHHBIM 1 PABHOBEPOSITHBIM [1€PEX0-
Jiom 6o Kk AA, mnbo k aa. Huke mpuBeIeHBI TPUMEPHI JUHAMUKY ¢ YCTOWIUBBIMHA KJIACTEPAMU
U [IEPeX0JIOM K PABHOMEDHOMY pacIpejesleHnio. B 1mociieiHeM puMepe BHIHO, UTO HamboJiee
[IPUCIIOCODJIEHHBIN TeHoTutl cymes Oosiee yeM Ha 150 MOKOJIeHMIT 3aKPENUThCH Ha HECKOJIHKUX
cMeXKHBIX yaacTKax. OJHAKO ITOTOK M€HOB B HEI'O C HECMEXKHBIX YIaCTKOB, 3aHSATHIX N€HOTHUIIOM
aa, He TO3BOJNI OKOHIATEIHLHO 3aKpenuTh ycmex AA. HacrtoTa g4 B IeHTpe KracTepa CHAYATA
BO3pOCJIa, HO HE CMOIJIA JIOCTUYb MAKCUMAJbHOTO 3HAYEHMS, & [IOTOM TOJIBKO MEJJIEHHO I1aJaJia
(puc. 5, b cauzy).

[Ipu nBmkennn napameTpoB K obJiactu IV 107151 pEIInK ¢ yCTOWINBBIMU KJIACTEPAME OBICT-
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po majaer TakuM obpasom, uto B obiactu IV (mpu m 2 0.08) pemenusi cucremsr (1)-(2) npes-
CTaBJIEHBI TOJILKO JIAIIb MEJJIEHHBIM II€PEXOJ0M K OJHOMY U3 BapHAHTOB OIHOPOJIHOI'O pacIpe-
nenernio ¢ rerorunamMu AA wim aa. OgHAKO PENIMKYM HE MPOCTO JIEIATCS Ha JBE YacTH, Kak
B obsactu III, — 31meck cHoBa UKCHUPYeTCs OYEBUIHDLIN «IUKTAT» HanOOJee IPUCIIOCODIEHHOTO
reroruna AA, Kax 10 YUCIy PEIUIUK, Tak U XapakTepy JuHAMUKA. QOpMUPOBaHUE OTHOPOTHOTO
pacrpejie/ieHnsT Ha, OCHOBE MeHee IPUCIIOCOD/IEHHOTO MeHOTHIIA (d BCETJa ITPOUCXOIUT CTPEMU-
TesibHO (Kak mpasuiio, 3a 30-50 mokosieHnil), Kak B mepBOM IpuMepe Ha puc. b, b cupasa. IIpo-
HCXOJIAT 3TO, TI0 BCEH BUIUMOCTH, JIUIIb 38 CIET «YAATHOIO» JIJIS a0 HAYAJIBHOTO PACIIPEIeICHUST
gactoT (4). B To Bpemst Kak Hanbosiee MprCHOCOOICHHBIH TeHOTHIT AA MOXKET JI0JIr0 BBITECHSITH
aa (6osiee 500 1OKOJIEHMIT), KOTOPBI W3HAYAJILHO 3aHSI MHOI'O y4acTKOB (BTOPOH HmpuUMeEp Ha
puc. 5, b ciipasa). [Tostomy B obmmactu IV memrennbix nepexonos (Transient) K aa mpakTudeckn
HET.

Mennennoe JBUKeHNE K OIHOPOJIHOMY PACIPEIEIEHUIO BO MHOXKECTBE PEIIMK TPUBOIUT
K TOMY, 9TO pa3Max BapHWallid v U CTAHJIAPTHOE OTKJIOHEHWE 0 BO3PACTAET HACTOJIBKO, UTO IIe-
PEKpbIBaeT CBOU IpejiesibHbIe TeopeTnyueckue 3uadenust (8). [Ipudaem, mpoucxour 3mo ojHOBpe-
MEHHO Jisi BceX peruiuk. [loToMmy ecTh 3HaUnMasi KOPpEJIsiiius UX 3HAYEHWH CO 3HAUECHUSIMU
Wi G 4, KOTOPYIO BUJIHO Ha rpadukax BesmduH (q4) u (g) Ha puc. 5, a.

Hakomner B obsiactu mapameTpoB V, IIPU KOTOPBIX JOCTATOYHO yJIaJleHHBIE JIPYT OT JIpyra
CyOTIOIYJISIIIUN CUJIBHO CBA3aHBI MEXKJIy COOOM, IIPOUCXOIUT YeCTHAS «FOHKAa» ITPU3HAKOB 3a ape-
asl. B pesynbraTte mpuMepHO B MOJIOBUHE PEIINK 3aKperisiercs reHoruna AA, B apyroit — aa, a
nepexoJi K HUM [IPOUCXOJIUT B OJMHAKOBBIX Macmitabax spemennu (30-70 mokosieHmii).

3.2. Bapuamua napamerpos m u (G. Paccmorpum Ternepb HOCJIEICTBYS HOSIBJICHUSI B
KOJIBIIE CJIYIalHBIX TJIODAIBHBIX Iy TeH J/IsT MUTPAIINN, KOTOPbIE CBSI3BIBAIOT PaHee HECBI3aHHDLIE
cybnonynsiuii. Bymem BapeupoBats m u G, a pajmyc cBsisu 3adukcupyeMm 3HadenneM R = 1.

W3 amarpammbl Ha puc. 4, b BHIHO, 9TO B HEKOTOPOM AWAIIA30HE 3HAUEHUN KO3 huIm-
eHTa MUIDAIUU M U MaKCUMAJIbHO IIMPOKOM Jmana3oHe seqnuudbl G (obsiactb 1) B cucreme
TOJIJIEPYKUBAETCST YCTOMINBOE KJIACTEPHOE pacipeiesienne reHoTuIoB. OIHAKO U3-3a CJIyJaillHbIX
JIAJTBHOJIEHICTBY IOIIUX CBsA3EH €ro XapakTep U IMepexoj] K HeMy HEMHOIO YCJIoxKHsieTcs (puc. 6).

Ha rpaduke Besmmunnst () (puc. 6, a cieBa) BUJIHO, YTO y YaCTH PEILUIMK Pa3MaX BapUalyuu
MOYKET TI€PEKPBIBATH YaCTh COCEHUX €€ TEOPETHIeCKIX 3HadeHuii (8). DTo o3HaUaeT, 9YTO B pac-
cMaTpuBaeMoM BpeMeHHOM OkHe (t or 150 710 300) K1acTepbl He MIPOCTO MEHSIIOT CBOU Pa3MepHhl,
KaK 9TO TUIMYHO MIPOUCXOJUT B MEPEXOIHOM Ipolecce. B 9ToM ciydae yCTOWYHMBLBIE KJIACTEPHI
MOI'YT COCYIIIECTBOBATH C KJIACTEPAMH, KOTOPhIE 38 CTOJIb KOPOTKOE BPEMSs MOSIBJISIOTCS, & 3a-
TeM pazpymatorcsd. Ha puc. 6, b ciieBa moka3aH IpuMep TaKOW JUHAMUKA. 371eCh OTMEYEHBI
YCTONYMBbIE KJIaCTEPBI ¢ FeHOTUNOM Oju3kuM K dbunanbHoMy (aa u AA), a Tak:Ke y3Kue Kia-
CTepBI, COCTOSIINUE U3 OTHOM CYyOIOMy/Isilin, B KOTOPBIX COXPAHSIETCS BLICOKUI MOTUMOPQU3M
(Aa). O4eBUIHO, YTO OHM CMOIVIM BO3HUKHYTH M HEKOTOPOE BpEMsl MPOCYIIECTBOBATH TOJIBKO
JINIIB 3a CYeT IMOTOKa T'eHOB ¢ YYACTKOB 3a IpejesaMi paJuyca JIOKAJbHOM CBsI3M, a He IIPOCTO
VIAYHOTO HAYaJILHOI'O PAacIpejle/IeHns T'eHOTUIIOB. B HUX u3HAdYabHO Ipeod/iagaeT HarmMeHee
IIpUCIIOCObJIeHHBII reHOTHI aa. OIHAKO 9TH YIaCTKU OKPY?KAIOT CYOIOIYJ/ISIIIAN Y3Ke TTOJTHOCTHIO
3acejieHHble ocobsmu ¢ AA, u He OyIb B 9TOM CIydae JaJbHOAEHCTBYIONIUX MUIPALUNA, [TOTOKH
I'€HOB 13 CMEZKHBIX yqaCTKOB 3a 9TO BpeMd y)Ke BbIMbIJIN 6]:>I aa ITIOJIHOCTBIO.

Tpu rpacduka Ha puc. 6, ¢ JEMOHCTPUPYIOT, 9TO ¢ POCTOM KO3 PUITHEHTa MUTPAIIH 171
YUCJIO PEIJIMK C TaKUM THUIIOM IIepeXO‘ZLHOfI JAUHaAMUKN K KJIaCTEPHOMY pPacCIpeIe/IEHUIO yBeJIn-
YUBAETCSA, U HA COOTBETCTBYIONMMX Tpadukax (¢) MOsBIgeTcs Bce GOJIbIne U OOJbIe BEIOPOCOB
pa3Maxa BapHaluu v. 3aMeTUM, 4TO B OTJIMYKE OT MPeJbIIyIero ciydas (Bapuaruu m u R), ux
MTOSTBJIEHUE HE BCETIa CATHAJIM3UPYET O HEYCTONIMBOCTH KJIACTEPHOTO PACIIPeIeIeHNsI, HEBO3MOXK-
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Puc. 6. a — Pacupenenenus ciyqaitnoit Besmansst (¢(t)) JUIst mapaMeTpoB, OTMe4YeHHbIX Ha puc. 4, b. b — [Ipumepst
HEKOTOPBIX permk Mogenn (1)-(2).

Fig. 6. a — Distributions of the random variable (g(t)) for the parameters marked in Fig. 4, b. b — Examples of
some model replicas.

HOCTH JWBEPTeHINN W TEePexoia K OTHOPOTHOMY pactpemeneanto. C OmHOM CTOPOHBI, BHIOPOCHI
MOSABJISIIOTCS Y JJOCTATOYHO CJYyYalHBIX PeIinK. [[o3ToMy HET 3HAYMMON KOPPEJIAINT MEXKIY Be-
JIMIUHAMHA U WA 0 U 3HAYEHUSIMY § WA § 4, KOTOPAs IMPOCIIeKUBAIACH B IPEABLIyIIEeM ciaydae. C
JIPYTO#i, OHN YaCTO CUTHAJIU3UPYIOT JIUIIH O TOM, YTO B CJIyUYaiiHble YIaCTKU KPYIIHOTO KJIacTepa
HalpaBJieH HeOOJIBINOM ITOTOK MeHOB, KOTOPOMY Y/IaeTCd Kap/IMHAJHLHO CMEHUTD HAIIPABJICHUE €0
sBostionuu. Kak MUHUMYM, TaM HUKOT/IA HE IPOUCXOIUT OKOHYATEIHLHOU (DUKCAIUH JIUIITH OJIHOTO
reHoruna. B nmpumepax B 1ieHTpe Ha puc. 6, b moKa3aHO, YTO B OJHOM CJIydae TaKas MUTPAIUs HE
CMOTJI& CIIOCOOCTBOBATD IIEPEXOY K OJHOPOIHOMY PACIIPE/IETIEHIIO, BO BTOPOM — €if 3TO y/IaJ0Ch.
B oboux cityuasix qUHAMHKA 9aCTOT BHYTPU KJIACTEPOB JIOBOJIBHO OJIHOTUITHA: OBICTPO JIOCTUTA-
eT 3HavYeHusi Gun3Koro K upejesnbHomy (1 wam 0), HeorpanudeHHOe BpeMsi (QIIyKTyHpPYyeT OKOJIO
HEro M3-3a CJIyYailHbIX MUTPAINil, JTUOO BCE XK€ IMEePEeXOIUT Ha MPOTUBOIOJIOXKHOE COCTOSTHUE, Ha
KOTOPOM OKOHYaTeIbHO 1 (bukcupyercs (puc. 6, b CHU3y 110 HEHTPY).

Beixosst m3 obnactu I, qucio Takux HECTAIMOHAPHBIX KJIACTEPOB CTPEMUTEIBHO BO3pPAac-
TaeT, U OHU ITOJTHOCTHIO BBITUCHSIFOT «YHCTBIE» CTAIIMOHAPHBIE KJIACTEPHI. AHAJIOTUYHO IMPE/Ibl-
JIYITEMY CJIYYaio 371eCh HaOJII0IaeTcsl MPENMYIIecTBO TeHOTHNOB AA Haj aa, W 9acTh pernK
npejicTaBysierT coboit OBICTPBIN TTepexo] K ogHopoaaomy 1o AA pacupenenennto. O IHAKO TOTHO-
IO €ro «IIPeBOCXOJICTBa» 37ech He Habmonaerca. Tak B y3Koit obmacti, obosHadenHoit kax 11/,
6bicTpBIil 1epexo/| K reHoruiry AA mmib Gosiee BepositeH, deM K aa (6osee 90% ciydaes), a B
obmactu 11" 3T0 mpumepno pasnoseposTHo. Ormmuns obmacreit [I-111 ot II'-111' zakrouaercs B
TOM, YTO B IIOC/IETHUX HE IIPOUCXOIUT HACTOSIIETO COCYIIECTBOBAHUS OJTHOPOIHOTO U KJIACTEPHO-
IO paclpejiesieHus TeHOTHUIIOB, — KJIaCTePbI BCErJla HECTAIIMOHAPHBI, U PEJIKO COXPAaHSIOTCH boJiee
geMm Ha 1000 mokosrennii. CrpaBa Ha puc. 6, b 1MOKa3aHbl TPUMEPHI TAKUX KJIACTEPOB, KOTOPHIE
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dopMupyroTcst n3 OJIU3KUX HAYAJIBHBIX ycjioBuit. B 50 mokoJieHun pacipeiesieHnsi BbITJISIISIT 0~
XOXKUMU, HO U3-3a CJAyJailHOW MUrpalny Ha apeaje GpuKcupyercs: jubo renorun AA, nubo aa.
B sroM HecsoxKHO yoeuTest, eciim npoHab/IIoaTh 38 HECKOJIBKIMU pereHusiMu cucreMbl (1)-(2)
IIpU Pa3HbIX HAbOpax MATPUI] MUTPAIMU, HO OJUHAKOBBIX HAYAJBHBIX YCJIOBUSIX.

B o6s1actu IV’ 6osbmuneTBo perennii — 310 6uicTpoe (He Gosee 150 mokosenuit) gBuzkenue
K OJHOPOJIHOMY paCIIPeJIe/IeHHI0 Ha OocHOBe reHoruna AA winu aa. JjuresbHBIE EpeXOIHBIE
pelleHnsi BCe ele BO3MOXKHBI, HO JIOBOJIBHO MajiouncyeHnbl (ue 6osee 10% Beex perumk). Drta
006JIacTh MPUHITUIINATIBLHO OTInYaeTcsd oT obsactu [V, mosrydennoit npu Bapuaiuu m u R, UMEHHO
HaJIMIWeM ONIpPEJeSIEHHON [0 TaKWX PeIIeHnil gayke MpU OYeHb BBICOKUX m. Poct pasamyca
JIOKAJIbHO# CBsi3U R MPUBOJUT K CYyKEHUIO OTMEUEHHBIX 00JIaCTel, & TAKIKe COKPAIIEHIIO BpeMeHH
repexo/ia K OJHOPOIHOMY WJIN KJIACTEPHOMY PACIIPEIeIeHUI0 TeHOTUIIOB.

3.3. Bapuanusa nmapamerpoB R u G. PaccMmorpuMm Temnepn mocaeaCTBIsT OJHOBPEMEHHO-
I'0 U3MEHEHUsI PAJINYCa CBsi3u R 1 uncjia riobalibHbIX TOTOKOB MUTPaHTOB (G. Bribepem 3HaueHUe
ko3 dbunmenra murpaiun m = 0.06, upu koropom B cucreme (1)-(2) 10BOJIBLHO 9ACTO BO3HUKAET
YCTOWUHMBOE KJIACTEPHOE PaCIIPee/eHue U JUBEPreHlns IPU3HaKa.

Juarpamma Ha puc. 4, ¢ TOKa3bIBAET, YTO JTUBEPrEHINS BO3MOXKHA B IIMTUPOKOM JIHAIIA30HE
napamerpa G u R < 8. OgHako oHa oTMedeHa He BO Bcex pernkax. [Ipu manbix R u G ona
BO3HUKaCT IIOYTHU BCer/1a. C POCTOM I3THUX ITapaMeTPOB paCIInpPeHne BO3MOXKHBIX TUIIOB TUHAMHNKHN
HIeT B JIBYX HaIPaBJIEHUSX. Bo-IepBBIX, YacThb PElIeHUI OKa3bIBAeTCs OBICTPBIMU IIEPEXOIAMU
K PaBHOMEPHOMY DPACIIPEIEJIEHUIO MIPU3HAKOB, KOIJa BeCh apeasl 3acejieH reHorurnioM AA wim
aa, HO 6e3 oIy TUMOrO IepeBeca OHOrO U3 HuX (00a PaBHOBEPOSTHBI). BO-BTOPBIX, K «IHCTBIM»
YCTOMIUBBIM KJIacTepaM JI00aBJISTIOTCS HeCTAIIMOHAPHBIE TPYIIIIBI, KOTOPBIE B 3TOM CJIyvae COCTO-
AT nopsika u3 R cybnonynsanuit. B pesyibrare s napamerpos us obsacru 111 rpaduku (g)
BMECTE C «HOPMAJILHBIMUY» 3HAYEHUAMH, MaJIOi BapHalldeil v U CTAHJIAPTHLIM OTKJIOHEHHUEM O
IMEIOT MHOXKECTBO BBIOPOCOB pa3Maxa ¥ W paBHBbIE HyINIO 3HadYeHus (puc. 7, a), 4ero He OBLIO
OTMEUYEHO IpU M3MeHeHnH napamerpos m u R wmm m u G. Ha puc. 7, b moKa3aHbl IPUMEPLI
Takux perenuii cucremsr (1)-(2).

Poct mapamerpos R u G 1 BeIxX0/ B 061acTh [V IPHBOIUT K 3HAYHTEILHOMY POCTY UHCTIA,
peltenuii ¢ OGBICTPBIM TIEPEXOIOM K OJIHOPOIHOMY pacipeesennto renoruna AA wim aa. OqHAKO
OHO He 3aMellaeT KJIaCTePHOe paclpeie/eHre OJHOCTBIO, KaK 9T0 ObLIO BBIIIE, IIOCKOJILKY 31eCh
CIJIa, CBSA3U M OCTACTCS HEDOJIBITION.

Kpome Toro, maxe ecii OTIAeabHAs PEIUIMKA JEMOHCTPUPYIOT MIEPEX0J] K OIHOPOLHOMY
pacIpee/ieHuio, 3TO He O3HA4YaeT, YTO JaHHble HadYaJIbHbIE yCJIOBUS <«HEyIadHble» U IIPU HUX
HEBO3MOKHO KJIACTEPHOE paclpelesieHre U IUBePreHIIns IpU3HaKa. DT0 YKa3bIBaeT JINIIL Ha TO,
YTO MUTPAIHOHHBIE TTPOIECCHI B 9TOM PEIINKU He IpuBesin K Hell. Tak B mocjeHeM cTojide Ha
puc. 7, b IpUBEIEHO TPU IPUMEPA PEIIEHUs, KOTOPhIe CTAPTYIOT U3 OJHUX U TeX K& HAUaIbHBIX
YaCTOT U YUCACHHOCTElH, OQHAKO UMEIOT pa3Hble IIOCIeI0BaATeILHOCTA MATPUL, MUrpannii. B mep-
BOM CJIydae JIOBOJIBHO OBICTPO cOpMUPOBAIAcCh PAaBHOMEPHOE paCIIpe/le/ieHre IPU3HaKa 10 Te-
HOTHILY aa, KOTOPbIil H3HAYAIbHO 60JIee MHOIOYKCIeH u3-3a ycaosuii (4). Kiacrepbl ¢ reHoTHIIOM
AA naganmu GopMUPOBATHCsI, HO OBIJTH BBITECHEHBI MEHEE IIPUCIIOCODIEHHBIM U MHOTOUUCIEHHBIM
aa. Bo Bropom npumepe AA Bce 2Ke cyMesl BBITUCHUTDL aa. B TpeTbeM Te ke HadaJIbHbIE YCIOBUSI
MIPUBUJIN K YCTOHYUBOMY KJIACTEPHOMY paclpeesIeHUIO.

W3 ckazaHHOrO Cjeayer, 4To TJIOOAJbHBIE JaIbHOAEHCTBYIOMINE MUIPAIMOHHBIE TOTOKU
JIEHCTBYIOT WHAYE JIOKAJBHOM CBsI3U ¢ OOJIBIIUM PaUyCcOM U JAIOT OOJIbIE BAPUAHTOB BOJIO-
AN CBSI3aHHBIX CYOIOIyJIANnii. $ICHO, YTO IOTOK MHUIPAHTOB C (PUKCHPOBAHHBIM TEHOTHUIIOM,
HAIIPABJIEHHBIM CPa3y HA HECKOJIBKO TECHO CBS3AHHBIX COCEJHUX YYACTKOB (B IIpejesax pajiuy-
ca R), MOXKeT npuBecT Jub0 K PABHOMEPHOMY, JIUOO KJIACTEPHOMY PACIPEIEJICHUI0 IPU3HAKA,
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Puc. 7. a — Pacupenenenus ciyqaitnoil Besmansst (¢(t)) [UIst mapaMeTpoB, OTMeYeHHbIX Ha puc. 4, ¢. b — [Ipumepst
HEKOTOpBIX permnk mozenu (1)-(2). B mocnmemaeM cTosbie menoab30BaHbl OJMHAKOBBIE HAYAJIBHBIE yCIOBHSI.

Fig. 7. a — Distributions of the random variable (g(t)) for the parameters marked in Fig. 4, ¢. b — Examples of
some model replicates. The same initial conditions were used in the last column.

HEBO3MOYKHOMY 6€3 MOHHMKEHHOI IPUCIIOCOOIEHHOCTH reTepo3uroT (rubpujioB) U yCTONYUBBIX
30H MUOPUIN3AIMN, TOPMO3AIIUX BCTpedHble 1oToku reros [18]. IIpoucxoaut 310 1mOTOMY, 9TO
CyOmomnyIsanuu, crapTyolme u3 OJU3KUX HAYABHBIX YCJOBUI, MPU JIOKAJBHON CBSI3U OBICTPO
CHHXPOHUBUPYIOTCS, IaCTO UMEIOT CXOXKHe HAIlPaBJICHUs YBOIONNNA U OJU3KYIO0 T€HETHUIECKYIO
cTpyKTypy. JacTs u3 HUX 00pa3yer KjiacTep, KOTOPBIil pa3sBUBaeTCs ObICTPEEe OCTATBHBIX U 3aHU-
MaeT Jnbo BeCh apeaJi, 00 TOJBKO ero JacTh. JlambHomeiicTByomme e IOTOKH, KOTOPhIE, KaK
[IPABIJIO, OJHOHAIIPABJIEHDI, CBSI3bIBAIOT U3HAYAIBHO HECBSI3AHHBIE YYACTKU C MHBIMU HAYAJIbLHbBI-
M ycioBusiMu. CirydaifHO CBSI3aHHBIMU IIPH 3TOM MOTYT OKa3aThCs CYOIOIYJISAINHA CO CXOXKeid
CTPYKTYpPOil ¥ 3BOJIIOIMOHHBIMUA TEHIACHIIUSIME, 9TO HE ITOBJMSIET HA UX COBMECTHOE pPa3BUTHE.
JIubo HampaB/ieHHe BOJIIOIUN OJHONW W3 HUX OyJeT CMEIIEeHO, €CJU CBI3aHHBIMHU Ha OOJIBINNX
PACCTOTHHSX OKA3bIBAIOTCSI CYOIOYJISIINN C pa3HO CTPYKTypoit. B pesynbrare, abHOIEHCTBY-
FOINAsT MUTPAIMS MOXKET ITPUBECTH JTUOO K MeJJIEHHOMY Pa3pyIIeHUI0 HMEIOIIErocsi KJIacTePHOTO
pacupeesieHns, JMO0 CIIoCOOCTBOBATD POXKIAECHUIO HOBOT'O KJIACTEpa, €CJIM OH BPEMs OT BPEMEHU
OyJeT yIaTHO MOAIUTHIBATHCS C YIAJEHHBIX yIacTKOB. [lepBoe poncxoanT HECKOJIBKO Jallle.
OrmeTnM, 9TO ¢ GHOJIOrTIECKON TOUKM 3PEHHUsT OTCYTCTBHE ACUMITOTHYECKH YCTONIUBOIO
CTAIMOHAPHOI'O KJIACTEPHOTO paCIIpeJIeJIeHUsT UJIH €ro pa3pylieHne Ipu OOJIBIION cujie CBsI3u m,
quciie JaJbHOAEHCTBYIONMX MUTPAIMOHHBIX MOTOKOB (G MK pajanyce cBsi3u R He 03HAYAET, UTO
MEXKJy CyOIOIYJISIIUsIM B 9TOM CJydae He HACTYIIAeT JUBEPreHIUNd U PENpPOyKTHUBHON H30JIs1-
must. Bpemenn B 500 moxoJseHuit, 10 KOTOPOro KJACTEPHI B CPEIHEM COXPAHSIOT CBOU Pa3MepHI,
BIIOJIHE JIOCTATOYHO, YTOOBI CyOIOIMYJIANMA CyMeJIM HAKOIUTH HE3aBUCHUMbBIE MYTAIIMU B JIPYIUX
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I'eHaX, 1 CTaJid Pa3BUBATHCA HE3aBUCHUMO. Cpe,HI/I 9TUX HUX MOI'yT HaUTHUCH TaKne, KOTOpble TaK-
2Ke 6y,)1yT OpenATCTBOBaATH I‘I/I6pI/I,ZLI/IS&HI/H/I. A MYJIBTUILJINKATUBHOE ,ZLefICTBHe HECKOJIbKUX TaKHUX
I'€HOB MO2KET OKa3aTbCd JOCTATOYHBIM JIfA IIOJIHOM perO,ZLYKTHBHOﬁ HN30JIAI N,

3akJ/rroyeHmue

Nsyaaemas B pabore MOIE/Ib IBOJIONUNA B CHCTEME MUTDAIMOHHO CBA3aHHBIX ITOIYJIAIII
[I03BOJISIET OINCATDH PsiJi MEXAHU3MOB [IPOCTPAHCTBEHHOM juddepeHnmayy (JIMBepre iun) npu-
3HaKa B IIPEMEJIax OJHOPOIHOIO apeasa. B paMKax MpeIoKeHHOW MOIEIN JUBEPTEeHIUs IPO-
SIBJISIETCsT KAaK KJIACTEPHOE PACIIpPEJie/IeHNe MPU3HAKA, IIPU KOTOPOM (DOPMHUPYIOTCST HECKOJIBKO
FeHETUIECKU OTHOPOHBIX IPYIIT CMEXKHBIX CyOmomy situii. st aKTHBHO MUTPUPYIONINX BUIOB
JUIIONIHBIX OPraHU3MOB TAKOE€ paclpejie/ieHre BO3HUKAET U B TedeHHUe JINTETbHOIO BpeMeH!
COXPAHSIETCS JIUIID TIPH JIU3PYIITUBHOM (pPa3pbIBAIOIIEM ) THIIE 0TOOPA, PEATU3yeMOM B YCIOBHSIX
HOHMKEHHOI TIPUCIIOCOOIEHHOCTH MMOPUIOB (FeTePO3UTOT) MO CPABHEHUIO ¢ YUCTHIME (DOPMAaMU
(romosuroramn).

B pabore yTouHeHBI JMalla30HbI MApaMETPOB 0TOOPa, IIPU KOTOPBIX MEHETHIECKas IUBEpP-
PEHITUSI OCTAETCST YCTONIMBOM U peasin3yercsi B TeUeHNe HEOIPAHMIEHHOI'O BPEMEeHH JaXKe B YCJI0-
BUSX CIyYaifiHOM MUTpaInn, TP KOTOPOH OT IMOKOJIEHHSI K ITOKOJIEHUIO MEHSIIOTCS KaK HallpaBJie-
HUsI, TaK U JIOJIs MUT'PAHTOB. [loKa3aHOo, 9TO MOMO00HOE COCTOSIHHME JIOCTUXKUMO MPU HEDOJIBINOMN
pa3HUIle MEXK/Iy IIPUCIIOCODIEHHOCTIMI TOMO3UTOT, KaXKIasd N3 KOTOPBIX O OTACILHOCTH JIOIZKHA
IIPEBBINIATH HEKOTOPOE KPUTHIECKOE 3HAUEHNUE, IPEBBIIIAIOIIEe TPUCITIOCOOIEHHOCT TeTEPO3UTOT.
B mporusHOM citydae auBepreniiust au6o e pOPMHUPYETCs, TUOO BOZHUKAET KaK IaCTh MEJJIEeH-
HOT'O TIEPEXOJIHOTO MPOIIECCa, BEJLYIIEro K OJHOPOJHOMY pacipejiesenuto npusnaka (AA wiu aa);
[P 9TOM BBIOOD JOMUHUPYIOIIETO COCTOSTHUST He sBJIsIeTcst caydailHbiM. OOHapy»KeHO, IYTO UHC-
JIEHHOE IIPEBOCXOCTBO OJHOIO T'€HOTHIIa HAJ JAPYIHUM IIOBBIIIAET BEPOATHOCTH €ro 3aKPEIIeHUsI
Ha BceM apeajie. OJIHAKO €CJIM ero MPUCIIOCODIEHHOCTD OKAXKeTCsI HEJIOCTATOYHO BBICOKOM, TO OH
HE CMOXKET BBITECHUTH HanboJiee MPUCIOCOOIEHHBIM, HO N3HAYAIBHO MaJOINCIAEHHBIA T€HOTHII.

Nsyuaemasi B pabore Moie/Ib TUHAMUKHI IACTOT U YUCJIEHHOCTEH B ACHMIITOTHIECKOM CJIy-
qae JOMYyCKAaeT JIBa BO3MOXKHDBIX YCTOWYHMBBIX COCTOSHUS — YIACTOK 3aceseH HUCKIIOIUTETHHO T'0-
mosuroramu AA winu aa. 30HB THOPUIU3AIME C BHICOKOM JI0JI€l reTepo3uroT Aa coXpaHsroTCst
JINIIIBb 38 CYeT MUTPAIMOHHOTO IPUTOKA 0CO0eil M3 compeebHbIX TeppuTopuii. Bymer mpu sTom
apeaJi TOJIHOCTBIO 3aCejIeH OJHUM U3 HUX WU C(hOPMUPYETCsl KJIACTEPHOE PACIIPEIeIEHUE TTIPHU-
3HAKOB, 3aBHCAT HE CTOJIBKO OT HAYAJBHBIX YCJIOBHH (CTAPTOBOIO PACHPE/EJCHUSI TeHOTHIIOB),
X IPUCIIOCOOJEHHOCTE U TEMIIOB POCTa, CKOJBKO OT CTPYKTYPhl MUI'DAIIMOHHBIX CETH U CBS-
3aHHOCTH OTJIEJIbHBIX 3jieMeHTOB. [lokasano, 4To popMUpOBaHUE KJIACTEPHOI'O PACIPEIeICHHSI
HauboJIee BEPOSITHO, €CJIM CBSI3aHbBI JIMIIL CMEXKHbIE cyOmomy sanun. [lpu yBeandennn CUaIbl Mu-
rpaiyn (KoaddunuenTa Murpanuu) 60 pajnyca CBs3U BEPOSTHOCTb BOSHUKHOBEHUs KJIACTE-
POB CHMXKAeTCsl JaykKe IPU HEM3MEHHBIX HAYAJIbHBIX YCJIOBHSAX; IIPU 3TOM BCE Yallle BOZHUKAET
MHOYKECTBO HEOOJIBIINX KJIACTEPOB.

B pabore paccMoTpeHbI TOCIEACTBUsT BOSHUKHOBEHUSI CIy YAHBIX OJHOHAIIPABICHHBIX TJIO0-
6aJIbHBIX (JaJIbHOJIEHCTBYIONINX ) MUTPAIIMOHHBIX CBsi3eil, 0becrednBaronux ObICTPYIO KOJIOHU3A-
MO JIOCTATOYHO Y/IAJEHHBIX YIACTKOB apeasia. Takue CBA3M MMO3BOJISIIOT MPU3HAKY PACIPOCTPa-
HSIThCS 3HAUUTE/IBHO ObICTpEEe U IPOHUKATH HA TEPPUTOPUH, HEJIOCTYIIHBIE [IPU JIOKAJIBHON MUTPa-
MY U3-38 U30JIUPYIONIEro JeicTBUs 30H rubpuausanun. [lpu 61arompusiTHOM BBIOOpE yIacTKa
J1JIsI KOJIOHU3AIUU TAJIbHOIECTBYOIAsI CBA3b HEPEIKO NHUIMUPYET (DOPMUPOBAHNE HOBBIX KJIa-
crepoB. XOTsI TaKnWe KJIacTepbl He BCETJIa OKa3bIBAIOTCS YCTONIUBBIMM, BPEMEHU UX CYIIECTBO-
BaHMs OKAa3bIBAETCsl JOCTATOYHON JIJIsl JaJIbHelleil sBoonun. B pe3ynbrare, Ipu yMepeHHOR
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MHTEHCUBHOCTH MUI'PALMH JaJbHOIEHCTBYIOMAsI CBA3b P @EKTUBHEE MOIIEPKUBACT I'eHETHIe-
CKOe pa3Hoobpasme, UeM JIOKaJbHAasl, KOTOpas MEPEHOCUT TeHbI JINIIb Ha KOPOTKUE [IMCTAHIINH.
OpHAaKO IIPH BBICOKHUX TEMIIAX MUTPAIUN OHA MOXKET IOJABJISITH IIPOIECCH KJIACTEPU3AINI U Ie-
HETUYECKOU JIMBEPTEHITNN, U TPUBO/IUTH K PABHOMEPHOMY pAacCIIpee/IEHNIO TPI3HAKA TI0 apealry.
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