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Bo BTOpOfI qacTu 0630pa OCHOBHO€ BHUMAHMUCE YACIICHO MOICIMPOBAHUNIO ITPOLIECCOB 3BOJIIOIIMH IMMUTUPO-
BaHHBIX HOHyJ'[FIL[VIVI, a TaKXKE BIIMSAHUIO MUTpallMU HA JTUHAMUKY l'IOHyJ'[HL[I/Iﬁ 1 OCOOEHHOCTHU UX IIpoCTpaH-
CTBCHHOTO paCrpeacjiCcHUsd. HpeHCTaBJICHI:I CYIICCTBYIOIIME TTOAXOAbI U MAaTEMATUYCCKUEC NUCKPETHBLIC BO
BpPEMEHU MOACIN OJ1d N3YyYCHUSA BOSHUKHOBCHUA MyJ'[BTI/ICTa6I/IIleOCTI/I, CUHXPOHM3alIMU U KJIaCTECpU3aLlnn

B MMOITYJIAITMOHHBIX CUCTEMAX.
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JJ1s TOHUMAaHWSI MEXaHU3MOB, BBI3BIBAIOIINX ITO-
MyJISIUMOHHBIE KOJIeOaHMSI, BaXKHO IIPUMEHSITh pe-
KyPPEHTHBIC YpaBHEHMS K U3YYEHUIO U MOAEIUPOBaA-
HUIO JUHAMMWKUA YUCIIEHHOCTU TeX OUOJIOTHMYECKMX
BUIOB, KOTOpBIE XapaKTePU3YIOTCSI YeTKO BhIpaXKeH-
HBIM CE30HOM Pa3MHOXEHUS U CTAIMHHOCTBIO pa3BU-
Tsi. PekyppeHTHBIe ypaBHEHUSI MO3BOJMIN OOBSIC-
HUThb pe3Kue KOoJeOaHUsT YMCICHHOCTU TOMYJISIIINA
MPU CPABHUTEIBLHO MOCTOSIHHBIX BHEITHUX YCJIOBU-
sax. OKasajioch, 4YTO ITepuoauYecKre KojiebaHus, Ha-
OyromaeMble B SKUBBIX CUCTEMAX, MOTYT OIPEACIISIThCS
HE TOJbKO BHEIIHUMU BO3ACHUCTBUSIMU, HO U BHYT-
PEHHUMU CBOMCTBaMHU caMoii cucteMbl. Kpome Toro,
YacTo B BKCHEPUMEHTAJIBHBIX U TTOJICBBIX MCCIIEIOBA-
HUSIX JaHHBIE COOMPAIOTCS C PETYJISIPHBIMU MHTEpBaia-
MM BpEeMEHU, UTO TAKKe YKa3bIBaeT Ha LieJlecoobpas-
HOCTb VICTIOJIb30BAHMSI PEKYPPECHTHBIX YPAaBHEHMIA.

B mipenpinyimeit vacti 0630pa ObUIM pacCMOTPEHBI
IuHamMuyeckre 3(hdeKkTsl (MyJIbTUCTAOMIBLHOCTD, (a-
30Basi MYJIbTUCTAOWJIBHOCTb), K KOTOPBIM MPUBOIST
IUIOTHOCTHO-3aBUCUMasl PETYJISILUS, YCIOXHEHUE
BO3PACTHOM, ITOJIOBOM, CTAAMIHOM CTPYKTYP U BIUS-
Hue BHemHUX pakTopoB (Ppucman m np., 2021). B
JIAaHHOW YacTu 0030pa OCHOBHOE BHUMAaHUE YIesIeT-
cs 3aJayaM, CBSI3aHHBIM C MOJEJIMPOBAHUEM ITPO-
1IECCOB 3BOJIIOLIMU JUMUTUPOBAHHbBIX MOMYISALUNI, a
TakXe BIMSHUIO MUTpAllMU Ha NUHAMUKY MOIYJsi-
LA 1 OCOOEHHOCTU X MPOCTPAHCTBEHHOTO pacmnpe-
neneHusi. [1pemnaraemMblit 0630p OyneT MoJsie3eH s
uccieaoBaTeseil, KOTopble MMEIOT HaOoOp JaHHBIX

HaOJIIOOeHUI WU SKCIICPMMEHTOB M HaxodATCA B
MOMCKE MaTEMaTUIECKUX METOIOB Y MOJIEIECH I UX
OIMMCaHMA U aHaJIn3a.

BIIMAHUE TTPOLIECCOB
MUKPOS®BOJIIOLIMA HA
MNONyJIAUMNOHHYIO AMHAMUKY

BazoBple KOHIIETIIIMM O6IIEi OMOIOTUH, CBSI3aH-
HbI€ C 3BOJIOLMEH MONYJSALMNA U TUHAMUKON 3KOCHU -
cTeM, ObITH c(HOPMUPOBAHEI B ITPEIITOIOXEHU, YTO
SKOJIOTUIECKIE W SBOJIIOIIMOHHEIE TTPOIIECCHl TECHO
B3aMMOCBSI3aHbl. B 4yacTHOCTU, aBTOP 3BOJIIOLIMOH-
Hoit Teopun Y. Jlapsun (Darwin, 1859), cozmarenu
CUHTETUYECKON “TeHETUYECKOI~ TEOPWU SBOJTIOINN
P. @umep (Fisher, 1930), C. Paiit (Wright, 1930),
Hx. Xonneitn (Haldane, 1932) u C.C. YeTrBepuKoB
(YetBepukoB, 1926), a Takke OCHOBOMOJOXHUKU
TEOPETUYECKOU 3KOJIOTUM (IMHAMMYECKOU Teopuu
askocucteM) I1. ®epxionber, B. Bonsrepau I'.®. N'ay-
3e (l'ayse, 1935, 1984) paccmaTpuBaiIn 3BOTIOLMIOH-
HbI€ U 3KOJIOTUUYECKHE TIPOILECChl KaK HeoTbeMJie-
MbI€ XapaKTepPUCTUKU OJTHOTO LEJIOTO.

Bonee meranbHO MeXaHU3M B3aMMOCBSI3U 3BOJIIO-
LAOHHBIX M 3KOJIOTMYECKUX IIPOIIECCOB BIIECPBEIC
6611 orricaHd B 1950-x 1 1960-x rr. OmHOM U3 IEPBHIX
nosiuiiack runotre3a Yurtu (Chitty, 1952, 1960) o
TOM, YTO LUKINYECKHME M3MEHCHUSI YMCICHHOCTU
MOJIEBOK MOTYT OBITh CJIEACTBUEM €CTECTBEHHOI'O OT-
Oopa, OJaronpusITCTBYIOIIETO Pa3IMUHBLIM TeHOTH-
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maM B IIPOTUBOIIOJOXHBIEC (ha3bl LKA BHEUITHUX
ycJIoBHUii. 3aTeM OBLIO IIPEANOJIOXEHO, YTO UMEHHO
SBOJIIOLMS CO3MAET YCIOBUS JISI KOHTPOJISI YMCIICH-
HOCTHU TPaBOSITHBIX, ITAPa3UTOB U XUITHUKOB B IIPU-
pone (Pimentel, 1968). PazBuBainch rpeacTaBieHUs
O IJIOTHOCTHO- 1 YaCTOTHO-3aBUCUMEBIX COCTaBJISIIO-
III1X B IEMICTBUM €CTeCTBEeHHOI0 oTOopa (Birch, 1955;
Charlesworth, 1971), a Takke 0 JIOTHOCTHO-HE3aBH-
CUMBIX (hOpMax eCTeCTBEHHOro OTOopa, AciCTBUE
KOTOPBIX B YCIIOBUSIX 9KOJIOTMUYECKOTO JIUMUTUPOBA-
HUSI CITOCOOHO BBI3BaTh U3BMEHEHME XapaKTepa JUHa-
MUKU uuciieHHoctn mnonyisumii (Gottlieb, 1974;
Gaines et al., 1978; ®pucman, 1986, 1995).

ITo3xe MHTEepeC K 3TOM TeMe MPaKTUYECKH ITPO-
Maja B CBSI3U C HEYOAYHBIMM TOIMBITKAMU 3KCIIePU-
MEHTAJIbHO TTOATBEPAUTh B3aMMOCBSI3b 9KOJIOTO-Te-
HETUYECKHUX MTPOLIECCOB, HAIIpUMep, TUITOoTe3y YnuTTu
(Boonstra, Boag, 1987). B pe3yinbTaTe YKOPEHUIIOCH
MHEHHUE, YTO Y 3BOJIOLIMOHHBIX M 3KOJOTMYEeCKUX
MPOILIECCOB 3HAYUTENILHO OTINYAIOTCSI BpEeMEHHBIE
mkajsl (Carroll et al., 2007). HecmoTpst Ha ripeo6ia-
JAIOIIM MeCCUMU3M, MOCTENIEHHO HaKallJIUBaJIUCh
pe3yNIbTaThl MCCAEAOBAHUA, TTOATBEPXKIAIOINIE BO3-
MOXHOCTb HaOIIONATh CYIIeCTBEHHBIE agalTUBHBIC
reHeTU4YeCK1e U3MEHEHMUSI, IIPOUCXOISIIE B HACTO-
dgiiee BpeMs (Hampumep, W3MEHEHUE OKPacKu U
MMPU3HAKOB XKW3HEHHOIO 1LIMKJIA TYyMWii TIpU CMeHe
xuiHuka (Endler, 1980; Reznick, Bryga, 1987; Rez-
nick et al., 1990); uaMeHeHUsI TPU3HAKOB XXU3HEHHO-
ro IIMKJIa KOMapoB, 3aBe3¢HHbIX Ha ['aBaiiu (Stearns,
1983); dbeHOTUIIMYECKHE TPU3HAKM KPOJUKOB, 3aBe-
3eHHbIX B HoByio 3emanmuio (William, Moore,
1989)). Tlo3xe ymajoch 3KCIEPUMEHTAIbHO IO/~
TBEPAUTh, YTO €CTECTBEHHBII OTOOP U reHeTUYeCcKast
U3MEHUYMBOCTh MOTYT BJIUSITh HAa MOIYJISILIUOHHYIO
nuHaMuKy (Sinervo et al., 2000; Yoshida et al., 2003).
B nocnegHee Bpemst HaGI0gaeTCs POCT MCCIEa0Ba-
TEJIbCKOTO MHTEpEeca K aHaIM3y 3KO3BOJIIOLIMHHOM
IUHAMUWKH, OOHAKO IIOJIHOTO CUHTE3a SKOJIOTHYE-
CKUX U TCHETUYECKUX MPEACTABICHUN U KOHLETILINA
HeT 1o cux 1op (Carroll et al., 2007; Pelletier et al.,
2009), sKosornyecKre M TreHeTUIECKUE ITOITYISII-
OHHBIE TIPOLIECCHI, KaK MPaBUJIO, pacCMaTPUBAIOTCSI
otaeabHo (Mallet, 2012; Bertram, Masel, 2019). B
YAaCTHOCTHU, B TOMYJISILIMOHHO-TEHETUYECKUX MOJIE-
JISIX U3ydaeTcsl IMHAMUKA TeHeTUYeCKMX YacToT B 3a-
BUCUMOCTHU OT Pa3IMYHBIX OCOOEHHOCTEI HaclieI0-
BaHUs, MPU BTOM HCIIOJNB3YIOTCSI OTHOCHUTEIbHEIE
3HAYEHUsI TMPUCIIOCOOJIEHHOCTEd TeHOTUIIOB, YTO
MO3BOJISIET CYUTATH YUCIACHHOCTD MOITYJISIIUM ITOCTO-
sHHOM (Momens Puimepa—Paiita) (Stearns, 1992;
Ellner, 1996; Barton et al., 2007; Yamamichi, Ellner,
2016; Yamamichi, Hoso, 2017).

OTMETUM MOJIEJIM, B KOTOPKIX II0KAa3aHO, YTO 3BO-
JIIOLIMOHHBIN MPOIIECC ECTECTBEHHOTO 0TOOPa MOXKET
MMPUBECTHU K U3MEHEHUIO TTapaMeTPOB POCTA TOITYJISI -
LMY Y CBSI3aHHOM C 3TUM CMEHE TMHAMUYECKUX pe-
JKMMOB €€ YUCJICHHOCTU, U 00CYIUM BO3MOXKHbBIE Me-
XaHU3MbI U HAITPABJICHHOCTb 3TUX U3MCHEHUIA.
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DOPUCMAH wu np.

11 moHMMaHWSI OCHOBHBIX 3aKOHOMEPHOCTEM
SBOJIIOLMU TUHAMMWYECKOrO IOBEICHUS YMCIIEHHO-
CTH JIMMUTUPOBAHHOM MOMYISILUN OIPaHUINMCS
MMOAPOOHBIM PAaCCMOTPEHUEM IIPOCTOIl MOIEIHLHOM
cuTyalluu, Korga Bce adalTUBHOE pa3HooOpasue B
TIOITYJISILINU OIIPEACIISIETCS OMHUM IUaJUICIBHBIM A J10-
KycoM ¢ ajuieomopdamu A; u A,, ipudeM (HeHOTUTI
0CO0U ZKECTKO OIpEeNeIsieTcsl €e TeHOTUIIOM; TOITYJIsI-
LMl TAaHMMKTWYHA, B HEil IEeICTBYIOT MEHJIEJICBCKUE
MpaBWJIa HAC/IETOBAHMS, 3 CMEXKHBIC TIOKOJICHUSI OCO-
Oeii He mepeKphIBaloTcs. B aToM cirydae neiicTBue oT-
0opa MOXHO OMNHUCATh KOJIWYECTBEHHO, IOCTABUB B
COOTBETCTBUE KaxKIOMY 13 TEHOTUIINYSCKUX KJIACCOB
ocobeit AA,, A|A,, n A,A, 10 onHOMY KO3 PULIUEHTY
Wi, Wi U Wy, COOTBETCTBEHHO, Ha3bIBAEMOMY MpU-
CITOCOOJIGHHOCTBIO 0cobeii maHHoro reHorumna (fit-
ness). bynem cunTarh, 4TO W; pABHO CpeHEMY YUCITY
MMOTOMKOB, IPOU3BEAECHHBIX OJTHOI 0COOBIO TAHHOTO
TEHOTHMITMYECKOTO KJjlacca M JOXMBILIMX IO PErpo-
JIYKTUBHOTO Bo3pacTa (BHECIIMX BKJIA B CIICIYIOIIee
MOKOJICHME). DTO OIpeleaeHre IPUCIOCOO0IEHHO-
cTu (phopMaJIbHO 3KBMBaJIEHTHO ompeneieHno du-
mepa (Fisher, 1930; Patuep, 1977).

Hecmotpst Ha MakcuMaabHOE YIIPOIIEHUE, MOHO-
TreHHasi MOJIeJIb 0TOOpa He TTOJIHOCThIO OTOPBaHa OT pe-
ajbHOCTU. B KauecTBe sIpKOro mpruMepa MOXXHO ITpUBE-
CTM MOHOTE€HHBI XapaKTep HacjJeHOBaHMUs pa3Mepa
IoMeTa y apKTU4IecKuXx rectioB Alopex lagopus. Ha ocHo-
BE KOMITIEKCHOTO CerperalliOHHOTO aHaJIM3a TUIIA Ha-
cJIeoBaHMSI pa3Mepa IPUILIOAA B paCIIMPeHHO reHea-
Jjornn (pepMEepPCKUX MEeCIOB OBIIIO MOKAa3aHO, UTO JJIsI
JaHHOTO aJallTUBHOIO (HAIIPSIMYIO OIPEICIISIOIIETO
IIPUCIIOCOOJIEHHOCTh) IIPHU3HAaKa HACJIeIOBaHUE Ma-
TeMaTUYeCKOro OXUIaHUs pa3Mepa IPpUILIoaa MOKHO
OI1caTh B paMKaX MOHOT€HHOI MOAEIN C KOHTPOJIEM
MaJIoro pasMepa IpUIUIofa MO PEeLeCCUBHOMY THUITY
(Axenovich et al., 2007).

IlepeiineM K MaTeMaTUYESCKOMY OMUCAHUIO MTPO-
1ecca 3BOJIIOLUM TIOITY/ISLIMY 1 BBEIeM CJIeAYIOIINe
0003HAYEHUS: ¢ — YacTOTa raMeT, HeCyllnuX aJuieib
A, N —uucneHHocTb nonyasiuuu. CuenaHHble TIpe-
IOJIOKEHUS II03BOJISIIOT ITOJIYYUTh PEKYPPEHTHEIC
YpaBHEHMUSI, CBSI3bIBAIOIIME 3HAYEHUS B3TUX Iepe-
MEHHBIX B CMEXXHBIX IToKoseHus1x (Paruep, 1977):

Nn+1 = wnNn’

_ (D
9nr1 = qn(WIIQn + W12(1 - qn))/wn 5

— 2
Iie n — HOMEp NOKOJEeHMs, W, = w; g, + 2W,q, X

xX(A=-gqg,) + wy(d- q”)2 — CpenHsd MPUCITOCOOIIEH-
HOCTb MOMYJISILIUU.

PaccMoTtpuMm cutyanmio, Koraa aeiicTBre otoopa He
3aBUCUT OT YMCJICHHOCTU (IDTOTHOCTU HACEJIEHMSI) T10-
OyJISLUUA, OOHAKO OyIeM Y4YUThIBATh BIMSHUE IUIOT-
HOCTHO-3aBUCUMBIX (haKTOPOB, JTUMUTHUPYIOIIUX POCT
nonyJssuuy. Takoe mpencTaBieHUE, II0-BUIUMOMY,
BITOJIHE COOTBETCTBYET peaIbHOMY JIEHMCTBUIO OTOOpA
Ha Te NMPU3HAKMU, NPUPOMHASI TCHOTUIUYECKAS M3-
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MEHUYMBOCTH [0 KOTOPLIM HUKAK HE KOPPEIUPYET C
N3MECHCHUAMU IJIOTHOCTU B ITOITYJIALINUA. HOD,O6HI)IM
00pa3oM JIOJDKHEI, II0-BUAMMOMY, OTOMPATHCS MHO-
rue GU3NoNIOTUYECKUEe MyTall, BIUSIONIE Ha 00-
LIIYIO SKM3HECTIOCOOHOCTb.

B »TOM ciiyyae OTHOCUTENIbHBIE IPUCITOCOOIIEH-
HOCTH (OTHOLLEHUS W;/w*, Tie w; — IPUCIIOCOOIEH -
HOCTb ij-TO TEHOTMIIA, a W* — TIPUCITOCOOJIEHHOCTh
OIHOTO 13 T€HOTUIIOB, MPUHSITAs 3a 3TAJlOH) HE 3a-
BUCSIT OT YMCJICHHOCTU ITOMYJISILIUU, T.€. UX MOXKHO
cyuTatb KOHCTaHTaAMU. HOCKOIIbe MOITyJIALIMA Ha-
XONUTCS TOHA ACUCTBUEM IUIOTHOCTHO-3aBHUCUMBIX
JIMMUTHPYIOIINX (PAKTOPOB, TO AOCOJIOTHBLIE IIPH-
CocobJeHHOCTH KaXKIOT0 FTeHOTUITMYECKOTO Kilacca
JIOJIKHBI 3aBUCETh OT YUCJIEHHOCTH TTOMYJISILIUU:

w;(N) = a; f(N). (2)

3nech f{N) — GyHKIIUS, XapaKTepu3ylolas IIoT-
HOCTHYIO pPeryJjsiliiio YHUCIEHHOCTU, OAWHAKOBYIO
IUISL KaXJI0TO T€HOTHIIA, a; — KO(hMUIIMEHTHI, paB-
HbIE OTHOCUTEJIbHBIM F€HOTUITMYECKUM MPUCTIOCO0-
JeHHocTsaM. DyHkuuw f(N) OyneM cuuTath MOHO-
TOHHO yOBIBalOlIeli C POCTOM YUCIEHHOCTH, TpUIEM
f(0) = 1. Takoe nmeiicTBue oTOOpA IIpedIaraeM Ha3bl-
BaTb F-0TOOpOM, MOgUEepKUBast 3TUM, YTO OTOOP OCY-
IIECTBJSIETCSI MpPU TOCTOSIHHBIX OTHOCUTEIbHBIX
npucnocobieHHocTsx (fitnesses). JIerko BUmeTh, 4TO
B ciydyae F-oTr6opa ypaBHeHUsT nMHaMUKH (1) mpeo6-
pas3yloTcsl K BULY

Nn+l = anan(Nn)a
Gne1 = qulang, + a1 - qn))/an .

JvHaMuKa 4MCIIEHHOCTH paccMaTpUBacMOM MO-
MyJISIIAN, Haxoasieiics rmon aeiicteueM F-ot6opa, Mo-
2KeT onuchiBaThest Moaenbio Pukepa (V) =exp(—bN)),
JUCKPETHBIM aHajioroM mozaeau Pepxronbera ((N) =
=1 — kN) u op. B omunie ot Kimaccu4eCKrx MoIesein
371eCh KO3 MHUIIUEHT pOCTa MOITYISILINU @ 3aBUCUT OT A1.
OTO CBA3aHO C TeM, YTO 4, PaBHO CpeIHEMY 3Haue-
HUIO OTHOCHUTEJIbHBIX TIPUCIIOCOOIEHHOCTEM @;; B TI0-
MYJISIIUU B 71-M TTOKOJICHUH, T.€.

3)

a, = a,\q, + 2a,,q,(1 - q,) + ap( - g,)".
OTtMeTuM, 4TO 6€3 IoTEepU OOIITHOCTU MOoAeb (3)

MOXET OBITh 3alliCaHa B OTHOCUTEIbHBIX 3HAYSHUSIX
YHUCIICHHOCTU:

Xpt1 = anxnf(xn)’
allqrzl + a,9,(1 — q,) 4

a 145 + 2a1,9,(1 — q,) + ap(1 — qn)2 ’

npu4yeM B cJiydae AMCKPETHOTO aHajiora MOIEIu
®epxionbcera fix,) = 1 — x,, a nag Mmonenu Pukepa
f(xn) = eXp(_xn)~

VpaBHeHNE U3MEHEHUsI T€HETUYECKOM CTPYKTY-
pbl nonyJisinuy npu F-oTGope He 3aBUCHUT OT €€ YuC-
JIECHHOCTH U MOXKET OBIThb MCCICHOBAaHO OTHEJIbHO.
Kpome Toro, oHO coBmamaeTr ¢ ypaBHEHUEM TUHAMM-

dn+1 =
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KM TEHETUYECKOIl CTPYKTYyphl HEJIMMUTHPOBAHHOM
nonyiasauuu. CrenoBaTelbHO, 34eCh CIpaBeIiuBa
Teopema @Duinepa, HoKaszaHHas IS OUCKPETHOIO
ciaygas Kuarmanowm (Kingman, 1961): q,, , 2 a,, T.c.
cpenHee 3HAaYeHUEe OTHOCUTEIbHBIX IPUCIIOCOOJIeH-
HOCTEH a; MOXET JIUIIb BO3PACTaTh B MPOLECCE IBO-
JIIOLMY HE3aBUCUMO OT MX KOHKPETHBIX 3HAUYCHUI U
HavyaJIbHOTO COCTOSIHUSI MOMYJISIIUKA. DTO O3HAYaeT,
YTO PENPOIYKTUBHBINA MOTEHIIUAJ IUMUTUPOBAHHOMK
MOITYJISILIAM BO3PacTacT B IIPOLIECCE IBOIIOLIMU TaK
Xe, KaK CpeIHSsI TPUCIIOCOOJIEHHOCTh CBOOOIHOMA.
OnHaKO TaKO MOHOTOHHBIU POCT PENPOLYKTUBHOTO
MOTEeHIMAajla, BBI3BAaHHBIM IMHAMUKON TIeHEeTHuYe-
CKOIi CTPYKTYPhI, MOXET IIPUBECTU K U3BMEHEHUIO Xa-
pakTepa IMHAMMYECKOTO MOBEICHUSI YUCICHHOCTU
JIaXke OJHOPOIHOI MOMyJISIIUU M OOYCJIOBUTH BO3-
HUKHOBEHHUE TEePUOINYCCKUX U HEPETrYyISIPHBIX KO-
nebanuii. TakuMm o6pa3zoM, B JUMUTUPOBAHHBIX IO-
MYJISIIUASIX C HENEePEeKPhIBAIOIIUMMUCS ITOKOJCHUSIMU
MIPOrpeCCUBHOE BO3pacTaHUE CPeaHEM IPUCIIOCO0-
JICHHOCTM MOXET OKa3aTbCs B AMCCOHAHCE CO CTa-
OMJIBHOCTBIO POCTA ITOIYJISIIINH.

PaccMoTpuM Mojesib 9BOJIOLIMOHHON TUHAMUKU
MOMYJISILMU, COAepKalllell 1Ba BO3pacTHBIX Kjacca:
MJIAOIINNI, BKIIOYAIOIINUIA B ceOs1 HEITOJIOBO3PEIbIX
oco0eif, U cTapllnii, COCTOSIIIIMM U3 0COOEi, yJacT-
BYIOIIUX B pa3dMHOXeHUU. [lpenmonaraercst, 4To
pOXIAeMOCTh ITOJIOBO3PEJIbIX OCOOC MEHsSIeTCSI B
Mpolecce MUKPOSBOIIOLNY, & PEITPOIYKTUBHBIN TTO-
TeHILMaJI — MaKCUMaJIbHO BO3MOXHasl MJI0J0BUTOCTD
ocobeil — sIBsIeTCd agalTUBHLIM PU3HAKOM, KOTO-
pBIil ompeaensieTcss OAHUM ayTOCOMHBIM AValljIe]Ib-
HBIM JIOKycoM c ajutesiomopdamu A u a. Crenosa-
TeJIbHO, B MOITYJISIIUY BBIACISIOTCS TeHOTUITNYECKIE
rpyrisl AA, Aa v aa ¢ pa3IMIaIOLIUMUCS PEIIPOIYK-
TUBHBIMU MOTeHUManamMu. Moaenb umeeT Bun (He-
BepoBa u ap., 2020)

Xun = BY, exp(-oX, —BY,),
Y, = sX, +vY,,
Gt = Dy [bAApn + bAa(1 - pn)] , (5)
B,
_ 3¢, X, +vp.Y,
Ppn = X, +vY,

rae X1 Y — 9uCcIeHHOCTH MJIAMIIIETO U CTapIIiero BO3-
PACTHBIX KJIACCOB COOTBETCTBEHHO; # — HOMED IepU-
ona pazMHoxeHuUs; s (0 <s<1)uv(0<v<1)—Ko-
3G GUIIMEHTH BEIKUBAEMOCTH HEITOJIOBO3PETBIX M
MTOJIOBO3PEJIBIX 0COOEi COOTBETCTBEHHO; ¢ U p — Ya-
CTOTBI ajlieisl A B MJaAllleM U cTapllieM BO3PacTHBIX

KJIaccax COOTBETCTBEHHO; B, = b, p,f +2b,0,(1 —p,) +
+ b,,(1 — p,)? — cpeaHUil PENPONAYKTUBHBIA MOTEH-
LIMaJl CTaplIero BO3pacTHOrO Kjiacca Broay #; by, by,
u b,, — peNpOAYKTHMBHbIE MOTEHIIUAIBI COOTBETCTBY-
IOIIMX TEHOTHUITOB; O U 3 — KO3 hUIIMEHTBI, Xapak-
TepU3yolINe NHTCHCUBHOCTH BO3IEHCTBUSI HEITOJIO-
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BO3PENBIX U TTOJIOBO3PEIBIX 0COOE Ha yMEHbBIIIEHNE
POXIAEMOCTH.

I[IpoBemeHHbIC paHee WHCCIIENOBAHUS HEJIMHEI-
HBIX MOJeNeil TUHAMUKU MONyJsLuii ¢ BO3pacCTHOM
CTPYKTYpOIi TIOKa3aiu, YTO YBEJIUYECHUE CPEAHE H-
JIVBUIAYaJIbHOI MIPUCITOCOOJIEHHOCTH IIPUBOIUT K KO-
JIe0aHUSIM YKCISHHOCTH, a 3aTeéM K BO3HMKHOBEHUIO
XaOTUUYECKUX aTTPaKTOPOB, CTPYKTypa U pa3MEPHOCTh
KOTOPBIX MEHSIIOTCSI ITPU U3MEHEHUM ITapaMeTPOB MO-
mem. B yacTHOCTHM, yBelImdyeHUE POXIAEMOCTU U
yMEHBbIIIEHUE CMEPTHOCTY BO3PACTHBLIX I'PYIIT HPU-
BOJSIT K YCIIOXKHEHUIO CTPYKTYPHI aTTPaKTOPOB U PO-
cty (pakranbHOit pasmMepHoctu (Ppucman, Cka-
neuxas, 1994; ®pucman, Knanosa, 2009; ®pucmaH
u 1p., 2010; Frisman et al., 2011).

CornacHo mozneisam (4) u (5) mepednciaeHHbIE TH-
bl IMHAMUKU YUCJIEHHOCTU MOIJIM ObI TTOCJIeIOBa-
TEJIbHO BO3HUKATb B 3BOJIIOLIMU JIMUMUTUPOBAHHOM T10-
MyJSUMAU 10, JIEACTBUEM TUIOTHOCTHO-HE3aBUCHMOTO
€CTECTBEHHOTO OTOOPA, MOBBIILIAIOIIETO CPETHIOO MPU-
CITOCOOJIEHHOCTD TOITYJISILIMUA B COOTBETCTBUY C (hyHIa-
MEHTaJIFHOM TeopeMoii ecTecTBeHHOTO 0TOopa Puirie-
pa. ITokazaHo, yTo pe3yiabTaThl F-oTO0pa B 3K010rnye-
CKM JIUMUTUPOBAHHBIX TTOMYJISILIUSIX HE OTIMYAIOTCS
OT pe3yJbTaTOB OTOOpa Mo “GPUIIEPOBCKUM” TIPH-
CITOCOOJIEHHOCTSIM B CBOOOMHO pPa3MHOXKAIOIIUXCS
MOMYJISILUSAX: MTPOMEXYTOUHbIE 3HAYEHUST MPUCTIO-
COOJIEHHOCTE TETepPO3UTOT OTHOCUTETHLHO MPUCTIOCO0-
JIEHHOCTEM TOMO3UTOT (IBWXKYIIIUI OTOOP) MPUBOLAT K
YCTaHOBJICHHIO MOHOMOp®dU3Ma o ajuiesisiM, obecrie-
YUBAIOIIMM OOJIbIINKI PENPOAYKTUBHBIN MOTEHIIUAT;
CBEpXJIOMUHMPOBAHWE MPUBOIUT K YCTONYMBOMY ITO-
JIMMopdr3My, a MTOHWXKEHHAs! OTHOCUTEIbHAST TTPUCIIO-
COOJIEHHOCTh I€TEPO3UTOT — K OMCTAOUILHOCT MOHO-
MOP(MHBIX COCTOSTHUIA.

[I1oTHOCTHOE TMMUTHUPOBAHWE IIPUBOINT K TOMY,
YTO C POCTOM CPETHETO PEIPOTYKTUBHOTO ITOTEHIT -
ajla paBHOBECHAasl YMCJEHHOCTb TMOITYJSILUU TepsieT
YCTOMYMBOCTb M BO3HUKAIOT KojiebaHus. [1pu aToM
TeHeTHYecKasi CTPYKTYpa OIpPEnesIeTCsI COOTHOIIIe-
HUEM NPUCIIOCOOICHHOCTEN: MPU ABUKYIIIEM OTOOpE
yCTaHABIMBAETCS MOHOMOPGMU3M, TIPU CBEPXIOMHM-
HUPOBAaHUM — TTOJTUMOPDU3M, TIPY TOHKEHHOM pe-
MPOAYKTUBHOM MOTEHIIMAJIE T€TePO3UTOT — JIOBYIIIKA
oucradbmibHocTu (HeBepoBa u np., 2020).

Hannmune Bo3pacTHOM CTPYKTYpBI OOECIICUMBAET
BO3HUKHOBEHHE KOJeOaHUU MO IBYM CLEHapHUSIM:
CLIEHApUIO YABOCHUSI IIepUOAa, IIPUBOIOMIIEMY K
“Tmmmoo0pa3HbIM” KOJICOAHMSIM YMCIIEHHOCTH, PEIKO
BCTPEYAIOLIUMCH B IPUPOJIE, U CLIEHAPUIO POXKIECHUA
WHBApPUAHTHON KPUBOM, MPU KOTOPOM BO3HUKAIOT
KBa3UIIEpUOINYECKIE KOJIeOaHNSI, CPABHUTEIBLHO Ya-
CTO HaOJIIOJAIOLINECs] B IPUPOIE.

JdunHaMuuecKue pexXMBbl, HaOJIIogaeMble B HAIIIUX
5KOJIOTO-TEHETUYECKUX MOJIEIISIX, — CJIENCTBUE 00b-
eIMHEHUsSI NBYX IOOXOMIOB: €CTeCTBEHHEBIN OTOOp
MPUBOIUT K DBOTIOLIUOHHOMY POCTY IPUCITOCOOIEH-
HocTu (B Moaean (5) — K poCTy pelpOayKTHMBHOTO
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DOPUCMAH wu np.

MMOTEeHIIMAaja), a IUVIOTHOCTHOE peTyJIMpOBaHUE IIPU
YBEJIMYECHUU PETIIPOAYKTUBHOIO MOTSHIIMAJIA TPUBO-
JIUT K OudypKaLusM, odecIrieYruBarOIIMM BO3HUKHO-
BeHME KoeOaHW YMCIeHHOCTH. TOoJhKO TeIIeph 3TN
GIIYKTyalluy MOSIBJISIFOTCS B X0OJIe TCHETUYECKOM 9BO-
JIIOLIUU.

I[MpuHLUIIMAILHO HOBOE 3[eCh — BOSHUKHOBEHUE
YCTOMYMBBIX KOJIEOAHUI HE TOJIbKO YMCJIE€HHOCTH,
HO 1 4acToT reHoB. OTMeTuM, uto F-0TOOD He sIBIISI-
€TCsI TNIOTHOCTHO-3aBUCUMbBIM OTOOPOM: PEIIPOLAYK-
THUBHBIE TTOTEHLMAbl TEHOTUIIOB — KOHCTAHTbI, HE-
3aBUCSIIME HU OT YUCJIEHHOCTU, HU OT MJIOTHOCTHU.
Oxuganock, 4To F-oT60p BEI30BET MOHOTOHHOE M3~
MEHEHHNE JacTOT, KOTOPOE MOXKET ITPUBECTH K N3Me-
HEHUIO JUHAMUYECKOIo pexxuMma romnyysiuuu. OnHa-
KO OKazaJloCh, UTO B pamMkKax F-oTOGopa BO3MOXHBI
onmdypKanun, KOTOpble IIPUBOASAT K BO3HUKHOBE-
HUIO YCTOMYMBBIX KoJaeOaHUi yacToT ayuieneit. [1pu
3TOM HapylIaeTCs MPUHLMUII CYIIEPHO3ULIUU Pe3YJIb-
TaTOB IBYX MOJEJIEH: TIIIOTHOCTHO-HE3aBUCUMOTO
€CTeCTBEHHOIo OTOOpa 1 IIOTHOCTHO-3aBHCHMOM
PEryJISIIUU pOCTa YUCIEHHOCTHU; MOSIBIISIIOTCSI PEXKU-
MBI, KOTOpBIE HEe HAOIIOOAIMCh OTACIHHO B KaXKIOM
U3 MOJEJICIA.

Hpyroii napagokc F-oTOopa 3akitouaercss B TOM,
YTO OH, OYAY4YU HE3aBUCUMBIM OT IUIOTHOCTH, MPHU-
BOJIUT K MEPUOTNIECKIM KOJIEOAaHUSIM U HEPETYIISIP-
HBIM peXUMaM AUHAMUKU YMCJICHHOCTH, KOTOPbIe
CO37AI0T YCAOBUSI JJisl MJIOTHOCTHO-3aBUCUMOTO OT-
Oopa, Takoro Kak r- u K-oroop.

B caygae r- m K-orbopa 3aBUCUMOCTh IIPUCIIO-
COOJIECHHOCTU F€HOTUIIOB OT YUCJIEHHOCTH OKa3bIBa-
eTcs 6oJiee cioxHoi, yeM npu F-ot6ope. Haubosee
4acTo 3Ty 3aBUCUMOCTb POPMaIU3YIOT B BUZIE

wij(xn) = eXp [le(l - xn/Kij)]' (6)

dopwmyna (6) — obobmenre Momenn Pukepa st
MOMYJISILMU, pa3BUBaloleiics Mol AeCTBUEM ecTe-
CTBEHHOro otoopa. R; (R; > 0) — ManbTy3sMaHCKuii
napamMeTp, XapakKTepU3YIOIIWi pernpoayKTUBHBINA
MOTEHIMAI ij-TO reHoTHMa, Kj; (Kj; > 0) — pecypcHbIit
rnapaMeTp TeHOTHUMAa: 3TO PABHOBECHOE 3HauyeHUE
YUCJIEHHOCTU, KOTOPOE OBLJIO OBl TOCTUTHYTO ITOMY-
Jisueit, ecu Obl OHA COCTOsIa TOJIbKO U3 0cobeit ¢
ij-m reHotunom. Koadduimenr R usmepsiercs B abd-
COJIIOTHBIX eAUHUIIaX, a K — B OTHOCUTEJIbHBIX. Pac-
CMaTpUBaeMblil TUIT €CTECTBEHHOI0 OTOOpa — OUO-
JIOTUYECKHU CONIePXKATEIbHBIN, MMOCKOJIbKY U3BECTHBI
pe3yabTaThl HaOMoaeHul r- u K-crparteruii orbopa B
JIaGOpaTOPHBIX U MPUPOIHBIX MOMYJISLUMIX HUBIIUX
u BbeIicimx opranu3MoB (Long, Long, 1974; Mac-
Naughton, 1975; Graham, 1977).

HUccnenosanue monenu (1) mokasaio, 4To, Korma
MPUCITOCOOJIEHHOCTH  TE€HOTUIIOB  OIMMChIBAIOTCS
ypaBHEeHUEM (6), MOXHO BBIACIUTH aHAJIOTU OCHOB-
HBIX TUITOB 0TOOpa Ha 0a3e COOTHOIIEHUS peCYPCHBIX
rmapaMeTpoB F€HOTUIMOB. B oTimune ot pe3yabTaToB
JIEeMCTBUS OTOOpa B IIOMYJISIIMSIX Oe3 ydyeTa IJIOoT-
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HuciieHHOCTB, X,

6

=
co
1

| 1 L
0.06 0.10 0.14
Yacrota annens 4, q,

0.18 510 540

520
IToxonenus, n

Puc. 1. bacceiiHbl NPUTSKEHUs ABYX TUIOB AnHamMuku mozaenu (1), (6) npu K,, = 0.8, K, =1, K4, =22, R4, =23, Ry, = 1,
R,, = 5.69. [lonumopdHas HeroaBMKHast Touka (x = 1.19, ¢ = 0.62) ycroitunba.

HOCTHOTO JIMMUTUPOBaHMUS, 31€Ch 3aBUCUMOCTb OT
HavyaJIbHbIX YCJIOBUI MpPU MOHUXKEHHOM PECYPCHOM
rnapaMmeTpe TreTepoO3UTroThl B IMMUTUPOBAHHON MOMy-
JISIMU TIpUoOpeTaeT BecbMa CJIOXHYI ¢opmy. B
3TOM Cjydyae IOMHUMO HAaYaJIbHOM TI€HETUYECKOM
CTPYKTYpPHI ITONYJISILIMU Ha PE3yJIbTaT 3BOJIIOLIMU MO-
JKET BJIMSITh U €€ HayaJlbHasl YMCJIeHHOCTh. [1pu no-
BBILIEHHOM PECYpCHOM IlapaMeTpe TreTepo3UroT B
MOTMYJISILAN COXPAHSETCSl MONUMOP(U3M, MPU 3TOM
XapakTep JTMHAMUKHU KaK YMCJIEHHOCTU, TaK U YaCTOT
T€HOB MOXKET OBITh KAK PABHOBECHBIM, TaK 1 (DJIIYKTY-
HUPYIOLIUM, 2 CMEHA IMHAMUYECKOTO PEXUMa MOXKET
ObITb BbI3BaHA M3MEHEHMEM HaYaJIbHBIX YCJIOBUit

(puc. 1).

Haxe mpy MpoMeXXyTOUYHOM 3HAYEHUU PECYPCHO-
ro napamMeTpa reTepo3uUroThl (4TO COOTBETCTBYET Ha-
MpaBJIEHHOMY OTOOpPY) ITOMYJISILIUS C MIOTHOCTHBIM
JIMMUTUPOBAHUEM POCTA YMCIIEHHOCTU MOXET OCTa-
BaTbC MOJIUMOP(HOI, IPHU 3TOM IMHAMUKA €€ YVC-
JICHHOCTU U TEeHETUYECKOro COCTaBa HeCTallIOHApPHA.
Ha puc. 2 moka3zaHa 061acTh CylIIeCTBOBAHMS YCTO-
YUBOro IoJimMopdusMa IIpU IIPOMEXKYTOYHOM HO-
MUHHPOBAHUU PECYPCHBIX MMapaMeTPOB T€HOTUIIOB.
JluHaMuKa MOMyISLAA B 3TOM cjIydae MOXKET ObITh
BeChbMa pPa3HOOOpPA3HOM — OT CTPOrO peryjsipHoOit
(LIMKJTBI Pa3IMYHOM JJIUHBI) 1O HEPETYISIPHOI.

TaxkuMm 06pa3oM, CIIOXKUBIIIMECS ITPEACTABICHUS O
HampaBJIEHHOM JIEICTBUU €CTECTBEHHOTO 0TOOpa Kak
CWIBI, BEAyIICH MOIYJISIIAI0 K HEKOTOPOil ONTUMAaIb-
HOI1 TIpUCIOCOOICHHOCTH, HAPYIIIAIOTCS y3Ke TaKe B Ta-
KOl MpoCTOii Mojie BCJICACTBUE €€ MYJIbTUCTAOWITb-
Hocty. OKazaioch, YTO M3MEHEHME HavyalbHBIX YCJIO-
BUIi, KOTOPOE MOXKET OBITH OOYCJIOBJIEHO BIUSTHUEM
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BHEIIHE cpelibl, CIIOCOOHO 3HAYUTEJIbHO U3MEHUTH
pe3yIbTaT SBOIOLMHA. BEISIBICHHAS MYJIBTUCTAOMITH-
HOCTb JaeT BO3MOXKHOCTbH IMOMYJISIIUU OCTaBaThCs
noauMopdHOIi Jaxe Mpy MOHUKEHHOI MPUCIIOco0-
JIEHHOCTH TeTepo3uroThl. I1pu aToM coxHast ¢ppak-
TaJibHasl CTPYKTypa 6acCEHHOB MPUTSIKEHUS aTbTep-
HATUBHBIX aTTPAKTOPOB CBUAETEIbCTBYET O KOJIOC-
CaAJTbHBIX CJIOKHOCTSIX TIPOTHO3a DBOJIIOIIMOHHBIX
MOCJIEACTBUI Naxe MPU N3BECTHBIX 3HAYSHUSIX TIPU-
CMOCOOJEHHOCTE KOHKPETHBIX T€HOTUIIOB.

BIIMAHUE IMPOUECCOB MUTPALINN

PaCCMOTpI/IM CUCTEMY IBYX MUIPALIMOHHO CB{-
3aHHbIX HOHy.]'[HI.[PIﬁ, JIWHAMMKa KaxXaou U3 KOTOPbIX
OIMMCBhIBACTCA MOICIIBIO PI/IKepal

X, = (1 —m)ax,e " + may,e ",

Xn

Y1 = (1 - m)ayne_yn + maxne_ )

(7

rae m — KO3(PUIIUEHT CBI3U MEXIY IBYMS TTOJTHO-
CTbIO WIEHTUYHBIMM JIOKAJIBLHBIMU ITONMYJISIIIUSIMU
i Ko3hGULIMEHT MUTPALIU, X I Y — OTHOCUTEIb-
HBIe YMCJIICHHOCTHU TTOMYJISILIUiI, # — HOMEp Ce30Ha
pa3sMHOXeHUSsI, a — KO3(PPUILIMEHT poXIaeMOCTH.

ITono6GHOTO THMA MOAEb U3BecTHA HaBHO (Oppo,
Kapral, 1986; Kysneunos, Kysnenos, 1991; Gyllen-
berg, Hanski, 1992; Gyllenberg ef al., 1993; Hanski,
Gyllenberg, 1993; Be3pyuyko u ap., 2002; AcraxosB
u 1p., 2006). HecMoTpst Ha CBOIO TIPOCTOTY M OOJTb-
IIIyI0 UCTOPUIO Moaeb (7) UMeeT psil OCOOEHHOCTEM
JIUHAMWYECKOTO TMOBEICHUsI, U3YYEHHBIX OTHOCU-
tenbHO HemaBHO (KymakoB, ®pucman, 2010; Kyma-
KOB 1 1p., 2013). Tak, u3BeCTHO, YTO IPU OTHUX U TEX
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3.24

3.22

3.20

3.18

DOPUCMAH wu np.

Puc. 2. KapTa peXXuMOB TUHaMMKM TeHETUUECKOTO cOocTaBa nomyssiuuu npu K, = 1.46, K, =3.35, R 4, =3.4,xy=0.1, ¢y =
= 0.2. YepHBIM LIBETOM OTMEUYeHa 00JIaCTh MapaMeTPOB, COOTBETCTBYIOIIMX MOHOMOP(MHOMY paBHOBeCHIO (¢ = 1); OTTeHKaMu

Cceporo — MoJIMMOpGHOMY COCTOSTHUIO cucteMbl (1), (6).

Ke 3HAaYeHUSIX AeMoTrpaduyecKux rmapaMmeTpoB B 3a-
BUCUMOCTH OT HadJaJbHBIX 3HAYCHUI YMCICHHOCTH
TMOMYJISIIMNA B CHUCTeME OKa3bIBaeTCSI BO3MOXKHBIM
BO3HUKHOBEHUE MPUHIUMUAIBHO Pa3HbIX AUHAMU-
gecKux peskumoB. PazoBoe MPOCTPAHCTBO MOIETH
TIpY 3TOM JpOOUTCS OacceHaMU TIPUTSKEHUI 3TUX
pexunmoB. B yacTHOCTH, TTOKa3aHO, YTO MOTYT OJTHO-
BpPEMEHHO COCYIIIeCTBOBATh CUHXPOHHBIC M HECHH-
XpOHHBIE PeXXUMBI. C pOCTOM PENTPOLYKTUBHOTIO ITO-
TeHIMaJla @ TIPOMCXOAUT POCT YKCIAa BO3MOKHBIX
MYJIBTUCTAOMIIbHBIX cocTossHU (puc. 3). Tak, B nua-
TMa30He CYIIECTBOBAHUS YCTOMYMBOTO IIMKJIA TJTMHBI
2 HabaomaeTcss eIMHCTBEHHBIN [IUKII, MPOTUBOGA3-
HbI eMy (2;). B To BpeMs1 Kak HECUHXPOHHbBIE 1TUKJIbI
OOJIBIIMIX JUTMH TIPEACTaBIeHB HECKOJIBKUMU CBOM-
MM Pa3HOBUIHOCTSIMM, KOTOpbIE OTJIMYAIOTCSI Bpe-
MEHHBIM caBUTroM (da3oil) 3HAYEHUI PSNOB X, U Y,
Ha LeMylo BEeJUYUHY T, TaKylo, 4TO |xn - yn+T| -0
npu n — oo. Hanpumep, 4-11uki B cucteme (7) umeer
3 HECUHXPOHHBIX BUuAa — 4, 4, U 4; (HUXKHUI UHIEKC
paBeH T). OnHaKO HECUHXPOHHBIN 8-1IMKJI B CUCTEME
(7) npeacrasiieH JuIllb 5 CBOMMU Pa3HOBUIHOCTSIMU
(8}, 85, 83, 85, 8;7). Kpome Toro, uki 8, umeeT “nBoii-

HUKa” 8’;, IUISI KOTOPOTO HE CYIIECTBYET Ipeaesia
|X,, = Vuie| = 0, 0mHAKO 151 T = 2 5Ta pa3HULIA MUHH-
MastbHa. Kaxkaelit U3 mepedncaeHHBIX peKMMOB Me-
€T CBOM CJIOKHO YCTpOEHHbIe obyiacTu (6acceitHbl)
nputTskeHus (puc. 4). DTo I03BOJISICT 3aKIIOYUTD,
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YTO M3-3a MaJIOro pa3Mepa HEKOTOpbIX OacceiiHOB
caMble HE3HAYUTEJbHbIE BHEIIHUE BO3ACUCTBUS
(rpombicesi, 6OJIE3HU, XUIIHUYECTBO U T.I.) MOTYT
MEPEKMHYTh TPAeKTOPHIO B IPYToit GacceiH ¢ MpuH-
OUITMAIBHO WHBIM TUIIOM IMHAMUKU (puc. 4).

BOJIBIIME METAIIOITYJIALNIN:
CHUHXPOHU3BALNA N KIACTEPU3ALNA

JanpHeliee pa3BUTHE MOAEIIESH, OMMCHIBAIOIINX
IWHAMWUKY MUTPALIMOHHO CBS3aHHBIX MOMYJISIINMA,
UCXOOUT U3 CIAEAYIONINX COOOPaKeHMUI:

BO-TIEPBBIX, CUCTeMa IMOITYJISILAI WJIN METAIOoITy-
JISILAST MOXET COCTOSITh OoJiee YeM U3 ABYX JIOKAJb-
HBIX TPYIIT OCO0eii, KOTOpble KAaKMM-TO OOpa3oMm
paccpeloToYeHbl TI0 ABYMEpHOMY apeaily. B sTom
cllydae MoAeIb TMHAMUKHU TaKOW CUCTEMbI OyIeT CO-
CTOSITh O0JIee UeM 13 IBYX CBSI3aHHBIX PEKYPPEHTHBIX
ypaBHEeHM. JIOTMYHO MPEaITOJIOXKUTD, YTO TAKME CU-
CTEMbI HAaCJICAYIOT PSIII CBOMCTB cUcTeMBI (7), a TaKKe
JIEMOHCTPUPYIOT Psif IIPUHIIUIINAIEHO HOBBIX;

BO-BTOPBIX, 0COOU B MOTMYJISILIUU MOTYT OTJIMYATh-
csl OJIHA OT APYroii Mo MOJIOBOMY, BO3PACTHOMY WU
TeHeTUIeCKOMY ITpU3HaKaM, a TAK3Ke IMTOIBUKHOCTEIO
no apeany. Hanmpumep, CItocOOHBIMM K MUTPALIAA MO-
IyT OBITh OCOOM CTapIIero BO3PAacTHOIO Kjacca, B TO
BpeMsI KaK MOJIOIHSIK HE Y9aCTBYET B paCCEICHUMN.
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Xn m=0.025
101 i '

0 40 6 0 6 0
x x

Puc. 3. budypkanuvonHas guarpamMma (CBepxy) U dazoBbie mopTpeThl (cHU3y) moaeau (7). YepHbIM LIBETOM OTMEUEHBI CUH-
XPOHHBIE LUKIBL (29, 3¢, 49, 8¢), CEPbIM LIBETOM — aCUHXPOHHBbIE (24, 4,, 63, 8)). Q1 u C; — KBa3UNEPUOIUUECKAsI U XaOTUUE-
CKasl IMHAMUKA COOTBETCTBEHHO.

a=15,m=0.05/0.95 a=14.6,m=0.015/0.985 a=223,m=0.114/0.886 a=27.58, m=0.097/0.903

10 < 10 B :
T = 2 N
I 63/63 =
: : \"‘ 8 s
21/2) PN, 2 Bl
i @ | ;4/1;' y| 2/ L) 4,
B0 2,/2 Son 21/
N 10 0 10
‘ 6.1 - *; <
Sy e N BRI
1 1 SN R
St N e ‘
5 )
5 N y 1 )
i . \\ - 65/63
o ’_ g \\ 4 o v
2 i

49 6.25 x 8.253.8 x 6.1

Puc. 4. Bacceiinbl nputskeHust Moaeiu (7). YepHBIM 1IBETOM BbifiejieHa 00J1aCTh MPUTSKEHUST IIOJIHOCThIO CUHXPOHHBIX pe-
XUMOB, OEJIBIM IIBETOM — 00JIACTh TPOTUBOMAZHBIX PEXKUMOB, CEPHIM — MHOXKECTBO MHBIX aCUHXPOHHBIX PEXHUMOB, B TOM
Yyyciie ¢ YaCTUYHON CUHXPOHU3AIMEN.
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PaccMoTpuM ciaeayronlyio MaTeMaTH4eCKyl0 MO-
nens (KymakoB, ®@pucman, 2017, 2019; Kynakos,
2018):

x;(t +1) = ay;(t)exp [—Pxij(f) - yij(t)]’
Vit +1) = re;(0) + vy;(2) +
i+P  j+P (8)

+IE D D M ()& h) a0 - 3],

g=i—P h=j—P

rae x; (t) u y;(f) — OTHOCUTENIbHbIE YUCIEHHOCTH
(IJIOTHOCTU) MJaduieil (HEermoJoBO3pesioii) U cTap-
mei (IT0JI0BO3PEIoii) YacTH METAIOIyJISILUM B 7-I
HoMep ce30Ha (# = 0,1,2,...) Ha y9acTKe IByMEPHOTO
apeaja ¢ HomepoM (i, j). UHaekc i — HoMep CTpOKU
(i=12,...,8),j— cronoua (j=12,....k), kus —
pa3Mmepnl apeana. B orcyrcrBue murpauuu (m = 0)
ypaBHeHHU (8) OIMMCHIBAIOT CUTYAIIHIO, IIPA KOTOPOI
YUCJIEHHOCTh ITOTOMCTBAa HEJIWHEHO 3aBUCUT OT
YUCJIEHHOCTH O00OUX BO3PACTHBIX KJIACCOB, YTO COOT-
BETCTBYET IUIOTHOCTHO-3aBUCUMOM PETY/ISIIIAN POXKIA-
emocth. Ilpenmonaraercs, 4To CTapIMii BO3paCTHOM
KJIaCC COCTOMT M3 BBDKUBIIMX B MPOIILIOM CE30HE T10-
JIOBO3PEJIBIX 0CO0EH (IOJISI TAKMX 0COOEei COCTaBIISIET
0 £ v < 1)1 Tex ocobeit, KOTOphIE MEePENLIN U3 MJIajl-
1LIero Kjacca B CTaplluii (3a CYeT BBIKMBAEMOCTU MO-
Jionu ¢ uHTeHcUuBHOCThIO 0 < r < 1). [lapameTrp a B
MIEPBOM YpPaBHEHUU — PEIIPOAYKTUBHBINM MOTCHIIUAIL.
Bennunna p > 0 onpenesnsieT BKJ1a HEITOJIOBO3PEJIbIX
0co0eil B INIOTHOCTHO-3aBUCUMOE JIMMUTUPOBAHME
poxnmaemoctu (Frisman ef al., 2011).

DdynHk1Msg M 3amaeT XxapakTep pacceeHus ocooeii
U3 Kaxaoi cyonomnyasiuuu, T.e. M — 310 pyHKIIUS
cBsa3u. Ecinu MmectooduTtanust ¢ HoMepamu (i, j) u (g, h)
cBs13aHbl, To 0 < M < 1, B ipotuBHOM citydae — M = 0.
Bemmuuna S — HOpMuUpYyIonuii Ko3(pGUIIMEHT, pac-
CUNTHIBAEMBIN TaK, YTOOBI 00ECIIEUYUTEL CTPOTOE pa-
BEHCTBO MEXIy YHUCJIOM OcoOei, MOKMHYBIIMX (i, j)-€
MecToOOUTaHue (IMUIPAHTBI), U YUCIOM TeX, KTO
MOITOJHSIET Kaxaoe (g, /#)-e MecTooouTaHue (MMMU-
rpaHThbl). OnHA U3 BO3MOXHBIX (DYHKIIUI, OIMAChIBa-
IOIIUX CBsI3b, — 3TO ['ayccoBa KpuBasi Cleaymollero
BUJA:

. 2 . 5
M(iajag,h)=§exp —(l_g) ;(]_h) ’
L g2+h2 ©)]
S = exp| —S—— | -1
P

g=—P h=—P

CornacHo BbeIpaxeHUsIM (9) MHTEHCUBHOCTD MO-
TOKa MUTPAHTOB M3 (i, j)-i CyOIIOIyISIIUKU 3KCIIO-
HEHIMAJTbHO YMEHBIIAECTCI MO MEpPE YIAAJICHUSI OT
Hee. [TapameTpsl m 1 P B paMKax CUCTEMBbI, COCTOSI-
e u3 ypaBHeHuii (8) u (9), UHTEPIPETUPYIOTCS KaK
cula U paJuyc CBSI3M COOTBETCTBEHHO. Takoii momu-
XOJl ONIMCBIBAET OYEBUAHOE HAOIIOCHUE: YEM TAJIb-
IlI€ OT UICTOYHUKA PACIOJOXEH y4acTOK, MPUHUMA-
IO DMUTPAHTOB, TEM TPYIHEE 10 HETO 100paThCs
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3a KOPOTKOe Bpemsi. Takum oOpa3oM, Ha CMEXHEIE
y4acTKM TIIepeMelllaeTcsl MaKCUMaJIbHO OOJbIlIOoe
YKCJIO MUTPAHTOB, a B 0ojiee yaaJIeHHbIE MECTOOOM -
TaHUS TOXOOUT BCE MEHBIIIE M MeHbIIe ocobeii. Mc-
MOJIb30BAHME HEJIWHEWHBIX (QYHKIUNA CBSI3U OIS
OIMCaHUs HAJTbHOACHMCTBYIOIINX B3aUMOACHCTBUIA
He HoBO. Hanmpumep, 4acTo MCHOIB3YIOT TUIEepOOI-
YECKYI0 UM DKCIIOHEHIIUAIbHYIO 3aBUCUMOCTbD (Vas-
concelos et al., 2004; Viana et al., 2017), HO, KaK mpa-
BWJIO, IJIsI OOMHOMEPHBIX PEIIEeTOK, COCTOSIINX M3
CBSI3aHHBIX OTHOMEPHBIX JIOTUCTUYECKUX OTOOpazKe-
Huit. ®yHkuus Buga (9) OblUia MpuBeAeHa B paHee
onyboimkoBaHHBIX paborax (Tuzinkevich, Frisman,
1990; ®pucman u ap., 1996).

B mopenu (8) ucCnonb3yroTcsl mepuoandyeckKue
rpaHUYHEIE YCIOBUS, T.€. apeall OIUCHIBAaeTCs B hop-
Me Topa. 11 3Toro mpuHUMAETCsI, YTO IIepBast CTPO-
Ka peleTKM cucteMbl (8) CBsi3aHa C MOCJIEIHEM, a
MePBbIi CTOJIOEH, — C MOCIEIHUM, T.€. Kaxaas CyoIio-
myJIsius ¢ HomepoM (£, j) cBsa3aHa ¢ (s, j), a (i, 1) — ¢
(i, k). Takoe mpeacraBieHUE apeajla LIMPOKO MC-
MOJIL3YeTCd TIPU MOAEIMPOBAHUU ITPOCTPAHCTBEHHO-
BpEMEHHOM OVHAMWKU TOMYJISIMA Ha HEOOJBIIOM
y4acTKe OrpOMHOIO apeaja, €Clii MOJIEIMPOBaHUE Ha
BCeM apeaJie TexHu4ecku ciioxHo (Comins et al., 1992;
Liang et al., 2005; Burton, Travis, 2008; Banerjee ef al.,
2016; Huang, Zhang, 2016; Kolobov, Frisman, 2016;
Huang et al., 2019; Pommerening, Grabarnik, 2019),
HaIlpuUMep, €CIU YCIOBUSI Cpedbl Ha BCEM apeaje
OKa3bIBAIOTCSI JOCTATOYHO HEOJHOPOAHBIMU, B TO
BpeMS KaK Ha MOJETMPYEMOM Y4acTKe HeOOJbIIO
IUIOIIAAN YCJIOBUSI TIPUMEPHO paBHBIE. 3aMBIKaHUE
I'paHUII B 3TOM CJIy4yae BOCITOJIHSIET Mpobesibl UHGOp-
MallMU O COCTOSIHUM MOIYJISIIUY 32 MpeaeaaMu MO-
JIeJINPYyEeMOrO yJacTKa.

Cucrtema (9) onuchIBaeT pa3BUTHE TPYIII CBI3aH-
HBIX TTOITYJ/ISILIMI, KOTOphIe M3HAYaJIbHO UMEIOT pa3-
HBI€ YMCJIEHHOCTH, BCJICICTBHE YEr0 MX TMHAMMKA
0Ka3bIBaeTCsI HECUHXPOHHOM. MuUrpalmoHHas CBSI3b
CTPEMUTCS CIVIAAUTh BO3MOXHBIC pa3Iduus MEXKIY
HUMM, T.€. CHHXPOHM3MUPOBAaTh UX HMHAMUKy. OKa-
3bIBACTCs, YTO 3TO BO3MOXHO He Bcerna. Hampumep,
IIPY MaJIbIX CUJIE U PAJMyCe CBSI3U 3TO MPAKTUYECKU
HEBO3MOXXHO (BO3MOXKHO JIMIIb IIPU CIEAAIBHO I10-
JIOoOpaHHBIX HadaJbHBIX YCIOBHUSIX). BMmecTe ¢ Tem
CHHXPOHU3ALUSI MOXET ObITh HE MOJIHOM, a KJlacTep-
HOM, KOrga CHMHXPOHHBIMM OKAa3bIBAIOTCS TPYIIIbI
VI KJIaCTephl PSAOM PaCIIOJarallImxcs Cyornomy-
Jsumii. Hanpumep, eciu Kaxaast CyoIomnysiius mpu
omnpeaelIeHHBIX 3HaYeHUSIX IeMOoTpapnIecKuX Imapa-
METPOB JIEMOHCTPHUPYET KOJeOaHUs C IIEPUOIOM 2,
TO B 3aBUCMMOCTU OT HaYyaJIbHBIX YMCJIEHHOCTEI KO-
JIeGaHMs Ha pa3HBIX TEPPUTOPHUSIX MOTYT UMETh pa3-
HBIe a3bl Kosiebanuii. [ToaToMy B mpocTeiIIIeM Ciry-
yae OMHAMMKa B pasHBIX KjacTepaxX OTJINYaeTCs
TOJIbKO (ha30id.

Ha nByMepHOM apealle KiIacTepbl CUHXPOHHBIX
nonyassuuii mpuodpetaloT (GOpMy ISTEH, IT0JIOC,
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cnmpalieid, JaOMPUHTHBIX U MO3aMYHBIX Y30pPOB U3
KOHILIEHTpAaLlMM 4uceHHocTe. OaHaKo, HECMOTPS
Ha TOT (haKT, YTO YacTO (POPMUPYIOTCS TOBOJIBHO
IIPOCTHIE IIPOCTPAHCTBEHHBIE CTPYKTYPHI (IISITHA WA
MOJIOCHI), AMHAMUKA B Pa3HbIX YACTSX JTBYMEPHOTO
apeajla MHOTHA OTJIMYAETCS He TOJBbKO (a3oii (oka-
3bIBAETCSI HEKOTEPEHTHOI), Maxe HECMOTPSA Ha TOT
¢akT, 9TO BCE JOKaJbHBIC CYOITOIYISIIIUU a0COTIOT-
HO MASHTUYHEIC, a CBSI3b MEXIY HUMU JOCTATOUYHO
cunbHasg (KynakoB, ®@pucman, 2018, 2019, 2020).
MOXXHO IMPUBECTU HECKOJILKO IIPHUMEPOB, B KOTOPBIX
IISITHA COCTOSIT M3 CyONomyJISIHMiA C CUHXPOHHOM
(KOrepeHTHOI) TMHAMUKOM, HO OKPYKE€HBI CyOmoIry-
JISILIUSIMM, IEMOHCTPUPYIOIIUMU KOJIe0aHUsT YMCIICH-
HOCTHU C IPYrMMU MEPUOAOM U aMIUIMTYyHoit (puc. 5).
Takoe ci1oXXHOE KOJJIEKTUBHOE ITOBEICHIE CBSI3aHO
CO CJICAYIOIIVM;

BO-TIEPBBIX, cormacHo (9) IIOTOK MUIPAHTOB
YMEHbIIIAaeTCs 10 Mepe YAaJAeHUs OT KaXII0ro MeCTO-
obutanug. [losToMy KiacTepbl peIKO OTHOPOIHBI
[0 CTeNIeHW CMHXPOHU3AlUM — OHA, KaK IpaBUIIO,
CHMKAETCS OT LIEHTpa KJlacTepa K I'paHMIlaM, Ha KO-
TOPBIX MHOTAA BO3HUKAIOT KJIACTEPHI C MEPEXOIHBIM
TUIIOM OIMHAMUKU (puc. 50);

BO-BTOPBIX, IMHAMKKA JOKAJIbHON IBYXBO3pacT-
HOI MOIyNSIIUY B OTCYTCTBUE KaKOro-JIMbo pacce-
nenus (ripu m = 0) obJlamaeT MyJIbTUCTaA0MILHOCThIO:
MPU pa3HbIX HaYaJIbHbIX YMCJIEHHOCTSIX BO3HUKAIOT
KoJIeOaHUsI, KOTOphIe OTJIMYAIOTCSI HE TOJIbKO (pa3oii
KoJiebaHUi, KaK B cllydyae MPOCTOUM MeTaroIyIsiiuu
C HeTlepeceKaroInuMuCs IToKoaeHUIMH (Moaensb (7)),
HO U nepuogamMu u amriutygamu (Kymakos m 1p.,
2014).

B pesyinbrare 1mpu onpeneieHHbIX YCIOBUSIX CKJla-
IBIBAETCSI CUTYyallusl, KOTAAa B OIHOM 4YacTH apeajia
HaOII0JaeTC CUHXPOHU3AIUsI OMHUX LIUKJIOB, a B
JIPYroii YacTu — NpUHUMOUAIBHO Apyrux. C yueToM
CYLIEeCTBEHHOI pa3HULIBI B pa3Maxe KojebaHuiit hop-
MUpYyeMbIe KJIaCcTephl XOPOIIO KOHTPACTUPYIOT Ha
¢doHe gpyr apyra uian Ha (poHE IMTOJTHOCTHIO CUHXPOH-
Horo (puc. 56) WJIM HECUHXPOHHOIO ITOBEACHUS
(puc. 5a), WK Jaxe MPpOCTPaHCTBEHHO-BPEMEHHOIO
xaoca (puc. SB).

B psine cinydaeB Ha (poHE KOTepeHTHOI MTUHAMUKU
MOSIBIISIIOTCS. OOUHOYHBIE CYONOMYJISIIUM, KOTOPEIE
HE CHMHXPOHM3UPYIOTCSI HU ¢ KeM. KonebdbarenbHbIe
3JIEMEHTHI C TAKUM JUHAMWYECKUM II0BEIeHUEM Ha-
3pIBAIOT yeauHeHHbIMU cocTosgsHusmu (Illenenes,
BanusacoBa, 2017; Rybalova ef al., 2019). B monenu
(8) ux mosiBJAe€HUE CBSI3aHO C OJHUM U3 MYJIbTHUCTA-
OMJIBHBIX PEXMMOB HTUHAMMKM JIOKAJIBHOI ITOMYJISI-
LUK 3-1UKJ WA TPEXKOMITOHEHTHBIN XaOTUYeCKUIA
aTTpakTop (pe3yabTaT cepuu oudypkauuii 3-11KiIa).
C omHOIT CTOPOHBI, TaKMe CYOIIOIYJISILIMM XapaKTe-
PU3YIOTCSI CIIyJYallHBIM pPacIoJIOXKEHHEM Ha apeaje
(HO TIOSIBJISIIOTCSI OHU HE TOJILKO IIPY CIIy4ailHBIX Ha-
YaJIbHBIX YCIIOBUSX), C IPYTOil CTOPOHBI, IJIs1 HUX Xa-
pakTepeH B3PBLIBHOI TUIT HTMHAMMKM, KOTIA IIOCTIE
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CTPEMUTECIIBHOI'O pOCTa YUCJICHHOCTH CJICAYET CTOJIb
K€ CTPEMUTEJIBbHOEC MMaJCHUEC.

AHanu3 3aKoHOMepHOCTeil (hopMHUpPOBaHUS OITU-
CaHHbIX IPOCTPAHCTBEHHO-BPEMEHHBIX CTPYKTYP
BBISIBUJI HECKOJIBKO OCOOEHHOCTEM

BO-IIEPBBIX, PETYISIPHBIE KOT€PEHTHBIC CTPYKTY-
PHBI B BUAE MSITEH WX II0JI0C (DOPMUPYIOTCS JaxKe IIPU
MaKCUMAJIbHBIX CUWJIE M paduyCe CBA3U (m = 1,
P = min (k,s) / 2). DTO OOBIACHAETCS TEM, YTO UHTEH -
CUBHOCTb ITOTOKA MUTPAHTOB YMEHBIIIAETCS IO Mepe
poCTa pacCTOSIHUSI MEXIy cyoromyasauusamMu. B pe-
3yJIbTaTe CBsI3b HUKOTAA He ObIBACT I0-HACTOSIIEMY
I00aIbHOM, MPY KOTOPOM JOJKHA HACTYIaTh IOJI-
Hasl CMHHXpOHM3aLusl. JlaabHelIast 3BOIIOLUS IISITeH
MIPpU CHUKEHUMW UHTEHCUBHOCTH CBSI3M COIIPOBOXKIA-
eTcsl 100 yBeJIUUYEHUEM UX KOJIMYECTBA C YMEHbIIIe-
HUEM pa3Mepa, IM00 CIMSIHUEM U 00pa30BaHUEM I10-
Joc. BriocneacTBuy 3T MOJOCH 3aKPYyUYMBAIOTCS U
npuoobperaroT GopMy JaOMPUHTOB, cOUpaleil Win
KoJiell. [1pu TakoM yCIIOXKHEHUM ITPOCTPAHCTBEHHBIX
CTPYKTYp IMHAMHUKa B LIEJIOM OCTAeTCS KOTepEeHT-
HOI4, T.e. IMHAMMKAa B pa3HbIX KJIaCTepax OTJAUYAETCS
JiIb ¢a3oii;

BO-BTOPBIX, IPU JIOOBIX CHJIE W PAauyce CBSI3U
MOSIBJISIIOTCSI HEKOT€PEHTHBIE OCTaJIbHBIM ITOITYJISI-
U1 — YeAMHEHHEIEe cOCTOsIHMS. MIX Y1Ci10 pacTeT 1o
Mepe CHIDKEHUSI CWJIbl WKW paguyca CBSI3U, U B Ka-
KOi1-TO MOMEHT OHM HaYMHAIOT CUHXPOHU3UPOBATh-
cs1 1 00pa30BBIBATh KJIACTEPHI, KOTOPHIE CYIIECTBEH-
HO OTJIMYAIOTCS OT OoKpyxXKatoiux (puc. 5r). Ciemyet
OTMETUTh, YTO eciM (POHOBBIC CYONOMYJISLMU YXKe
JIaBHO HECUHXPOHHBI MEXKIy cO00I (ITp1 HU3KUX /M U
P) 1 HEBO3MOXXHO BBIIEIUTh YETKHME IIPOCTPAHCTBEH-
Hble y30pbl, WM Aaxke (QOpMUPYETCS MPOCTpaH-
CTBEHHO-BPEMEHHOI1 XaoC, TO MOSIBJICHIE KJIACTEPOB
U3 YeAWHEHHBIX COCTOSIHUI ITPUBOIUT BHOBB K pery-
JIIPHOMY TUITY TTPOCTPAHCTBEHHOI'O pacipeaeieHUs
0Cco0€i1 B IIPOCTPAHCTBE Jake MpU C1a0do0ii CBSI3U.

B xoHTeKCTe N3y4eHUSI MUTPALIMOHHO CBSI3aHHBIX
MOIYJISILI TMOJHAsE CUHXPOHM3AlMs CBUIECTEIb-
CTBYET O PaBHOMEPHOM pacHpeaesIeHUn 0oco0eii 1o
apeany. B monenu (8) Takoe pacrnpenejieHue II04TU
HEBO3MOXHO (JIIIIb TOJHKO MPU CHEIHUATIBHO I10/I0-
OpaHHBIX HAYaJIbHBIX yCI0BuUsIX). [TosiBaeHME TISITEH,
OCOOCHHO OTJIMYAIOIIMXCS aMIUIUTYION, COOTBET-
CTBYET MSTHUCTOMY IIPOCTPAHCTBEHHOMY pacHpee-
JIEHUIO oco0eii o apeaily, U CBUASTEILCTBYET O CUH-
XpPOHU3ALIMU TUHAMMUKM CYOHOMyJISIIUiA B HEKOTO-
pOii OKPECTHOCTU, pa3Mep KOTOPOU MpsIMO 3aBUCUT
OT panuyca cBsi3u. B ciyyae mosiBaeHUS IISITEH MOXK-
HO yTBEpXKIaThb, YTO SYEHKM OOpa3yroT HEOTIUYHU-
MbI€ OT JOKJIbHBIX MOMYJISIIUIA TPYINbl, TMHAMUKA
KOTOPBIX KAYECTBEHHO COBITAAAET C OMMHOYHOI I10-
nyasiumeit (Kynakos, ®@pucman, 2015). C Touku 3pe-
HUSI METAaNOMy/ISIIIUOHHON OMOJIOTMU IISITHO — 3TO
OosblIas siIepHast ITOMYJISALINS, a BCE YTO BOKPYT HETO —
9TO MeJIKue ciyTHUKOBbIe nonyJisiiuu (Hanski, Gyl-
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x;=0.01,y ~ U(4,45), P=15,m=0.98

x;=0.001,y ~ U(0.4,1.7), P=7,m = 0.8
20r

rls3

i, 15

Puc. 5. [Tpumephl KJ1TacTepoB, BOSHUKAIOIIUX B cucTeMe (8), B BUJIE ISITeH, COCTOSIIINX U3 KOTEPEHTHBIX CYOITOIYJISIIIMN (KJ1a-
crep C°) Ha (hOHE HEKOTePEHTHBIX XaOTUYECKUX KOJIeOaHMIi B BUE MIPOCTPAHCTBEHHBIX BOJIH (Kiactep C7) (ag WY aOCOJTIOTHO
CUHXPOHHBIX CyONOMyIsiuuit (KJIaCTeP 4) (0). Knactepsl, cdhopMupoBaHHBIE U3 YEAMHEHHBIX COCTOsIHMIL (S”), Ha doHe npo-
CTPaHCTBEHHO-BpeMeHHOro xaoca (C") (B) wiu JabupuHTHOrO y3opa (r) npu a = 130, s =0.5,v=0.25,p=0.5(@)—(O) up =
= 0.6 (B)—(r). [TapaMeTpsbl CBSI3U U HaYaJbHbIE 3HAYEHUsI YUCIEHHOCTEN yKa3aHbl HaJl KaXIbIM ITPUMEPOM.
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lenberg, 1993; Hanski, Gaggiotti, 2004). ITossBieHue
MPOTSKEHHBIX MOJIOC, KOTOPBIE TSIHYTCSI Yepe3 BCIO
TEPPUTOPUIO, MOKHO MHTEPIPETUPOBAThH KaK CHH-
XPOHM3ALIMIO TOBOJBHO YIAJCHHBIX CYOIIOIMYJISIIUIA
BIOJIb HEKOTOPBIX HaIlpaBJIEeHUI, YTO yKa3bIBaeT Ha
HaJIMuMe MUTPAllMOHHOIO KOPHUIOpa, II0 KOTOPOMY
Ha0I0IaeTcd HanboJiee MHTEHCUBHBIMA TTOTOK OCOOEA.
[NostBneHMEe yenMHEHHBIX COCTOSIHMIA Jaxke Ha (DOHe
MPOCTBIX PETYJISIPHBIX IPOCTPAHCTBEHHBIX CTPYKTYP
(MHOrIA MOJIHOCTBIO OTHOPOAHOIO paclpeacieHUs ),
Ha0JIIoJaeMbIX B Mojieu (8), BIIOJIHE COOTHOCUTCS C
TaKUM SIBJIEHHEM, KaK BCITBIIIIKA MACCOBOTO Pa3MHO-
XKEHHUSI, XapaKTepHasl IUISI HEKOTOPHIX HAaCEKOMBIX
(HampuMep, IJIsI CMOMPCKOIO IISJIKOIIPsIIa, capaHdu
u np.) (Barbosa, Schultz, 1987; McaeB u np., 2015).
DTO BJICHNUE aHAJIOTMYHO YEAUHEHHBIM COCTOSTHUSIM
XapakKTepus3yeTcsl ObICTPBIM HapacTaHWEM YMCJICH-
HOCTU OOWHOYHOI CYyOHOIyJISIIIAM, ITOCIE KOTOPOTO
clienyeT ee pe3koe cHIXeHHe. bojee Toro, 3To co-
CTOSTHME OKa3bIBAaeTCsI KOTEPEHTHBIM BHEIOPOCOM Ha
JIPYTUX TEPPUTOPUSIX, YTO YKA3bIBACT Ha IIPUHIIAIIN -
aJIbHYIO BO3MOXXHOCTh IPOTHO3a TaKUX KaTacTpodu-
YECKUX SIBJICHUM.

3AK/IIOYEHHME

CeronHs METOIIbI HEJIMHEMHOM TMHAMUKY ITI03BO-
JIMJIM MACIITAaOHO ITePEOCMBICIUTD LIENIbIA PsId CYTy-
00 (pU3NYECKUX U TEXHNUECKUX ITPOOJIEM U SIBJICHUIA,
a TakxKe TIpUBEIU K (POPpMYIUPOBKAM U pPELICHUSIM
MPUHIMIIMAIBHO HOBBIX MaTeMaTUYECKUX 3adad.
[Ipu 3TOM MeTOABI HEMMHEHON MMHAMMKM JOCTa-
TOYHO JAaBHO ((paKTHUYSCKHA C MOMEHTA MX IOSIBIIE-
HUSI) W BIIOJIHE YCIICIIHO IIPUMEHSUINCH K PEIICHUIO
3a7a4 B 00J1aCTM MaTeMaTUYeCKON MOMYISIIIMOHHOMN
ouoJyiornu. OgHAKO TOJBKO TeIlephb IOSBUJIOCH I1O-
HUMaHHE TOTO, YTO UMEHHO 3TU METOIbI IIO3BOJISTIOT
HE TOJIBKO IT0-HOBOMY B3TJISIHYTb Ha OOIIEOMOIOT -
yecKue Ipo0IeMbl, HO Y BBISIBUTh HEKOTOPHIE (DYH-
JJaMEHTAJIbHbIE 3aKOHOMEPHOCTH, KOTOPbIE IO 3TOTO
OCTaBIMCh He3aMeueHHbIMU. Kpome Toro, pe3yibTa-
Thl JE€MOHCTPUPYIOT BO3MOXKHOCTU MAaTeMaTU4YECKOIO
MOIEIMPOBAHMS MIPY PELLICHNM OMOJIOTMYECKIX 3a/1a4,
dopMUPOBAaHNN W OOOCHOBAHWU OMOJIOTMUCCKUX TH-
I0Te3 1 MO3BOJISIIOT CAeiaTh BaKHbIE BEIBOOBL. C I10-
MOIIIBI0 MaTEeMaTU4YECKOro amrapara HEeJIMHEWHOM
JIUHAMUKU B MIEPCIIEKTUBE MOXHO IOJIYYUThb CBEAC-
HUSI, OTHOCSIIIMECS K Pa3BUTUIO 1 OCMBICJICHUIO HE-
JIMHEWHBIX TIPEICTaBJI€HUIM M 3aKOHOMEPHOCTEU B
paznenax oOIIei 1 MaTeMaTUIeCKO OMOIOTHM.

HccnemoBaHue BBINOJHEHO B paMKax rocymap-
CTBEHHBIX 3afaHuii THCTUTYTa KOMILJIEKCHOIO aHa-
Jmm3a peruoHanbHBIX pooneM JIBO PAH u UnctutyTa
aBTOMAaTUKM 1 nporeccos yrpasienus JIBO PAH ipn
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yacTUYHOU (prHaHcoBoM noanepxke PODU B pamkax
Hay4dHoro npoekra Ne 19-14-50326.
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The second part of the article focuses on subjects devoted to mathematical modeling of the evolution of lim-
ited populations and migration affecting the dynamics of coupled populations and the patterns of their spatial
distribution. The purpose of this article is to present developed approaches and mathematical discrete-time
models to study emergence of multistability, synchronization and clustering in population systems.
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