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Jaxxe Oerslif B3N Ha BIICYATIAIONIEE MHOXKECTBO COBPEMEHHBIX PabOT 10 MaTEMAaTHIECKOMY MOJCTUPOBAHHIO
TOIYJIANHAOHHON TMHAMHKH TO3BOJISIET 3aKIIFOYNTh, YTO OCHOBHOH MHTEpEC aBTOPOB COCPEIOTOYEH BOKPYT ABYX-TPEX
KIIFOYEBBIX HaHpaBJ’leHI/Iﬁ I/ICCJ'IC,ILOBaHI/If/’I, CBA3aHHBIX C OITMCAHHWEM M aHAJIM30M JUHAMUKH, 160 OTACJIbHBIX CTPYKTYpHU-
POBAHHBIX HOIYISANHUH, JTHOO CHCTEM OJHOPOIHBIX MOMYIIAIHIA, B3aHMOICHCTBYIOMIIX MEXITy COOOH B SKOIOTHIECKOM
coobuiecTse UK (1) B GU3UUECKOM NPOCTPAHCTBE. B pamkax naHHON pabOThl IPUBOAUTCS 0030p U CUCTEMATH3UPYIOTCS
HayJHBIE HCCIIEIOBAaHNS U Pe3yIIbTaTh, HOMyUCHHBIC Ha CETOAHSIIIHMI IeHb B XOI€ Pa3BUTHSA HEH U IOJX0I0B MaTeMa-
THUYECKOTO MOJENUPOBAaHHs IUHAMHUKY CTPYKTYPUPOBAaHHBIX M B3aUMOAEHCTBYIOIINX MOMyJIALMA. B Bonmpocax Monenu-
POBaHUS AMHAMHKH YHUCIICHHOCTH M30JMPOBAHHBIX HOITYIISAINH OIMCaHA BOTIONNS HAYYHBIX U/eH MO IMyTH yCIOKHECHHUS
MofieNiel — OT KJIacCuueckoi Mozenu ManbsTyca I0 COBPEMEHHBIX MOJENEH, YUUTHIBAIOLIMX MHOXXECTBO (DaKTOPOB,
BIIMSIONINX HA TTOMYIAIMOHHYIO JUHAMUKY. B 9acTHOCTH, paccMaTpUBaroTCs AMHAMHIECKHE 3()(PEKThI, K KOTOPBIM TIpHU-
BOJMT yYeT KOJOIMYECKON €MKOCTH CpE[bl, INIOTHOCTHO-3aBUCHMast peryiriuus, dddexr O, ycloxkHEHne Bo3pac-
THOH M CTamuiHON CTpyKTypsl. Ocoboe BHUMAHNE yHEIAeTCs BONMPOCAM MyIbTHCTAOMIBHOCTH HOIYISIHOHHON JIMHA-
MMKHU. KpOMe TOro, NPpeACTaBJICHbI UCCIICAOBaHU, B KOTOPBHIX aHAJIU3HUPYCTCA BIUAHUC IIPOMBICIIOBOI'O U3bATHUSA HA OU-
HAMHKY CTPYKTYPHUPOBAaHHBIX MONMYJSANNA W BO3HHKHOBeHHE 3(dekra ruapsl. OTHETBHO PacCMOTPEHBI BOIIPOCHI
BO3HUKHOBEHUS M PAa3BUTHUs NPOCTPAHCTBEHHBIX AWUCCUNATUBHBIX CTPYKTYpP B IPOCTPAHCTBEHHO Pa300ILEHHBIX MOIY-
JAIASX U COOOINECTBAX, CBA3AHHBIX MUTPALIAMH. 371eCh 0c000¢ BHIMAHHE YJEIAeTCs BOIIPOCaM JacTOTHOH U (ha30BOit
MyJ'lel/lCTa6l/IJ'leOCTI/I HOHyHﬂLIMOHHOﬁ JAWMHAMUKH, a TaKXKXE BO3HHKHOBCHUIO IIPOCTPAHCTBEHHBIX KJIACTEPOB. B xXoae
CHCTEMAaTH3alllX B 0030pa 3a1a4, HOCBSIICHHBIX MOJICIMPOBAHHIO TUHAMUKH B3aUMOICHCTBYIONINX ITOMYJISIHIA, OCHOB-
HOE BHUMAHHE yIEeISeTCsl COOOIIECTBY «XHUIMHUK—KepTBa». [IpecTaBieHs! Kir09eBble HACONIOTHIeCKNe OAXOIb, TIPH-
MEHsIeMbIC B COBPEMEHHOH MaTeMaTHYEeCKOH OMOJIOTHU IIPH MOACIMPOBAHHU CHCTEM THIIA «XUIIHHK—KEPTBa», B TOM
YHCTIe C YYETOM CTPYKTYPBI COOOIIECTBA M MPOMBICIIOBOTO M3bATHS. KpaTko OCBeIeHbI BOMPOCH BOSHUKHOBEHHS U CO-
XPaHEHUs] MO3aHYHOH CTPYKTYPBI B IPOCTPAHCTBEHHO PACIIPEIEICHHBIX M MUTPAIIMOHHO CBSI3aHHBIX COOOIIECTBAX.

KiroueBbie cioBa: TNOIMyJIAIUOHHAs AWUHAMUKaA, CTPYKTYpHUpOBAaHHAs IIOITYJISALNA, OHOJIOTHYECKOE COO6IH€CTBO,
B3aMMO/ICHCTBHE 1O TMPUHIUITY «XUITHUK—KECPTBaA», MUT'PALIMOHHO CBA3aHHBIC ITOITYJIAINH, MATAIIOITYJIAUA

PaGota BrmonHena npu yactuuHO# nognaepxkke PODU (mpoekt 18-51-45004 MH/_a) u Iporpammer JIBO PAH «/lansHmuii
Bocrok» (mpoekt 18-5-013).

© 2019 Edum Axosnesuu @pucman, Matseit [TaBnosuy Kynakos, Oxcana JleonnnoBna PeBynkas,
Okxcana JleonunosHa JXXnanosa, ['anuna IlerpoBHa HeBepoBa

Cratbs noctynHa no munensun Creative Commons Attribution-NoDerivs 3.0 Unported License.
YT0OBI HONyYUTh TEKCT JIMLIEH3MH, HOoceTUTe Bebcait http://creativecommons.org/licenses/by-nd/3.0/
wi otnpasbTe ucbMo B Creative Commons, PO Box 1866, Mountain View, CA 94042, USA.



COMPUTER RESEARCH AND MODELING
2019 VOL. 11 NO. 1 P. 119-151 KM&M
DOI: 10.20537/2076-7633-2019-11-1-119-151

ANALYSIS AND MODELING OF COMPLEX LIVING SYSTEMS

UDC: 51-76:574.34

The key approaches and review of current researches
on dynamics of structured and interacting populations

E. Ya. Frisman'*, M. P. Kulakov'”,
O. L. Revutskaya'‘, O. L. Zhdanova"*®, G. P. Neverova'**

"nstitute for Complex Analysis of Regional Problems, Far Eastern Branch of RAS,
4 Sholom-Aleikhem st., Birobidzhan, 679016, Russia

2 Institute of Automation and Control Processes, Far Eastern Branch of RAS,
5 Radio st., Vladivostok, 690041, Russia

E-mail: * frisman@mail.ru, "k_matvey@mail.ru,
¢ oksana-rev@mail.ru,  axanka@iacp.dvo.ru, ¢ galina.nev@gmail.com

Received 19.08.2018, after completion — 11.12.2018.
Accepted for publication 11.12.2018.

The review and systematization of current papers on the mathematical modeling of population dynamics al-
low us to conclude the key interests of authors are two or three main research lines related to the description and
analysis of the dynamics of both local structured populations and systems of interacting homogeneous populations
as ecological community in physical space. The paper reviews and systematizes scientific studies and results ob-
tained within the framework of dynamics of structured and interacting populations to date. The paper describes the
scientific idea progress in the direction of complicating models from the classical Malthus model to the modern
models with various factors affecting population dynamics in the issues dealing with modeling the local popula-
tion size dynamics. In particular, they consider the dynamic effects that arise as a result of taking into account the
environmental capacity, density-dependent regulation, the Allee effect, complexity of an age and a stage struc-
tures. Particular attention is paid to the multistability of population dynamics. In addition, studies analyzing har-
vest effect on structured population dynamics and an appearance of the hydra effect are presented. The studies
dealing with an appearance and development of spatial dissipative structures in both spatially separated popula-
tions and communities with migrations are discussed. Here, special attention is also paid to the frequency and
phase multistability of population dynamics, as well as to an appearance of spatial clusters. During the systemati-
zation and review of articles on modeling the interacting population dynamics, the focus is on the “prey—predator”
community. The key idea and approaches used in current mathematical biology to model a “prey—predator” sys-
tem with community structure and harvesting are presented. The problems of an appearance and stability of the
mosaic structure in communities distributed spatially and coupled by migration are also briefly discussed.

Keywords: population dynamics, structured population, biological community, “prey—predator” interac-
tion, populations coupled by migration, matapopulation
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BBenenue

JHaxe Oernblii B3I Ha BICYATIIAIONIEE MHOKECTBO COBPEMEHHBIX PadOT MO MaTeMaTHUECKOMY
MOJETUPOBAHUIO MOIMYJISIMOHHON TMHAMUKHU MO3BOJISET 3aKIOUYUTh, YTO OCHOBHOIM MHTEpEC aBTOPOB
COCpEeIOTOYEeH BOKPYT JABYX-TpeX KIIIOYEBBIX HANpPaBICHUN MCCIIEJOBAHWH, CBI3aHHBIX C ONHCAHHEM
Y aHAJIM30M JWHAMUKH, JHOO OTHENBHBIX CTPYKTYPHUPOBAHHBIX MOMYJISIIUH, JIMOO CHCTEM OJHOPOA-
HBIX TOIYJILUH, B3aUMOJCHCTBYIOLINX MEXIY cOO0M B 3KOJIOTHUECKOM cooOlIecTse win (1) B huzu-
YECKOM IIPOCTPAHCTBE.

MatemaTndeckoe MOJIEIMPOBAHNE CTPYKTYPHUPOBAHHBIX TOIMYJIAUI, KaK MPaBHIO, TaK UM HHA-
Yye OKa3bIBAeTCs HAIMPABIICHO HA pa3BUTHE MaTpuuHbIX Moxeneit Jleciu [Leslie, 1945, 1948] u cBsa3anHo
a100 ¢ YyTOUHEHHEM CTPYKTYPbl MaTpull AeMorpaduuecKux MepexonoB, JU00 C BBEICHHEM 3aBUCH-
MBIX OT IUIOTHOCTH (YMCIIEHHOCTH) MapaMeTpOB, HEOOXOAMMBIX Ul YYeTa SKOJIOTHUECKOTO JINMHUTHU-
POBaHUS U COMYTCTBYIOIINX HEJIMHEHHBIX 3((EKTOB.

[Ipobnemsl, kacamomiyecs AMHAMUKH B3aUMOJCHCTBYIOUIMX IOMYJISALUM, Hanbosee SpKo mpen-
craBieHbsl B MoHOTpaduu A. Jl. baspiknaa «Maremarndeckas 6nodnu3nka B3anMOACHCTBYIOIINX IT0-
nysiuuiiy [baseikun, 1985, 2003]. OTta dyHnamentanbHas paboTa MOCBAIICHA aHAIN3Y BO3MOXKHBIX
PEKUMOB TUHAMUKU YHCICHHOCTH OJHOPOAHOM JIOKAJBbHOM H30JMPOBAHHOW MOMYJISALUU U B3aUMO-
JEUCTBYIOUIMX MOIYJISALNI, BKIIOYEHHBIX B JIEMEHTapHOoe Onosoruyeckoe coobmectso. Hanbomnsiee
BHUMaHHE 371€Ch yAEIIOCh B3aUMOIECHCTBHUIO TUIA «XUITHUK—KEPTBA» WIH «PECYPC—IIOTPEOUTENDY.
B uwactHoCcTH, OBUTH paccMOTPEHBI MPOOIEMbl BOSHUKHOBEHUS M Pa3BUTHS IPOCTPAHCTBEHHBIX JANUCCH-
[ATUBHBIX CTPYKTYP Kak B NPOCTPAHCTBEHHO Pa300ILICHHBIX COOOIIECTBAX «XHIIHUK—KEPTBa», CBS-
3aHHBIX MUTPALMSMH, TaK ¥ B IMPOCTPAHCTBEHHO paclpelielieHHBIX coolIiecTBax ¢ nuddysueii oco-
Oeif o apeaiy.

B Hacrosmeil ctatee mpemaraioTcsi 0030p M cHCTeMaTH3alusl HayYHBIX HCCIEIOBaHUU M pe-
3yJIbTaTOB, MOJIyYCHHBIX HAa CETOMHSIIHUN JIEHb IPU Pa3BUTHM ONKCAHHBIX BBIIIE IOJXOJOB U UAEH
B IIpOIlecce MaTEeMaTUYeCKOro MOAETUPOBAHUS IUHAMHUKN CTPYKTYPHPOBAHHBIX U B3aHMMOAEHCTBYIO-
IIUX MOMYJISILUH.

MopeaupoBanue TMHAMHKH
JIOKAJIbHBIX CTPYKTYPUPOBAHHBIX MOMYJISI U A

K HacToseMy BpeMeHH HAKOIHIIOCh MHOXKECTBO UCCIIEIOBAHUI, MOCBSIIEHHBIX N3YYCHHUIO JH-
HaMUKH JOKAIBHBIX M30JUpoBaHHBIX nomyiisiiuid [Caswell, 2001; Jlact u mp., 2001; Jlorodert, Kimou-
koBa, 2002; ®pucman, Jlact, 2005; Ackleh, Leenheer, 2008; Logofet, 2008; XXnanoa, ®pucman,
2011, u gp.]. IlpemyioxeHO OrpOMHOE KOIMYECTBO HEMPEPBIBHBIX U TUCKPETHBIX 110 BPEMEHU MaTeMa-
THYECKUX MOJCINICH, NIpeaHa3HAYCHHBIX KaK ISl OMHCAHMS JUHAMHUKHA peadbHBIX momysauid [Allen,
1975; Puxep, 1979; Pozenbepr, 1984; be3pyuko, 2005; Krebs, 2013; Pisarchik, Feudel, 2014; Jloro-
(et u ap., 2015; Regehr et al., 2017], Tak u A1 YUCTO TCOPETUUCSCKUX HUCCIICIOBAHUMN, TTOCBSIICHHBIX
MOWCKY OTBETOB Ha (PyHIaMEHTAIbHEIE BOIIPOCHI O 3aKOHOMEPHOCTIX (DYHKITMOHUPOBAHUS OTIEIbHOM
MOMYJISIIUKA U Ouojiorudeckoro coobinectsa B meiaom [Nicholson, 1933; Nicholson, Bailey, 1935;
Konmoropos, 1937, 1972; Rosenzweig, MacArthur, 1963; llanupo, 1972; May, 1973, 1974, 1975,
1976; Bomwsreppa, 1976; bassikun, 1980, 1985, 2003; TysunkeBuu, 1989; Tuzinkevich, Frisman,
1990; May, Lloyd, 1999; Henopesos, YtionuH, 1999; Hemope3os, Hekmomosa, 1999; AnonnH, Amo-
nuHa, 2007; Stéphanou, Volpert, 2016; Tonax u ap., 2016; ®pucman u ap., 2017].

B Monensax muHaMHKH JTOKaTbHOW OAHOPOIAHOHN IMOMYJISIIIUA WK JIOKAJIFHOTO COOOIIECTBa OTHO-
POAHBIX TOMYJISIITUN I KaKJIOW MOMYJISIIIUK UCIOJIB3YETCA M0 OJIHOWM NEPEMEHHOM, 3aBUCAILECH OT
BpEMEHHU. 311eCh CJEeAyeT YIMOMSHYTh MOJETH JKCIOHCHIIMAIBHOTO W OTPAHMYCHHOTO pocTa. JTO
B IIEPBYIO ouepens npeanoxkeHHas B 1798 rogy monens Manbtyca [Manetyc, 2008] u monens Pep-
xtonbera—llepma—Puna nnu mogens noructudeckoro pocta [Pearl, Reed, 1920; Pearl, 1925]. Cymecr-
BYET OTPOMHOE YMCIIO MOAM(DUKAIIMN 3TUX ypaBHEHHUH, HAPUMEDP MOJICNb THIEPOOIUIECKOr0 pOCTa,
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YUHUTHIBAIOIAS YAaCTOTY BCTped MapTHEPOB Uit pa3MHoxkeHUs [Vandermeer, Goldberg, 2003], moxens
Kanmier, mpemioxenHas 1 omucaHus pocta Hacenenws e [Kamura, 1999], momens ba3biknHa,
YUHUTHIBAIOIIAs CIIOXKHBIM XapakTep pocTa JIoKanbHOM momyssiuu [baseikus, 1980, 1985, 2003], mo-
nenb Pukepa, mpeuiockeHHas Ui ONMCAHUS JUHAMHUKHU PBIOHBIX momyJusimii [Pisarchik, Feudel,
2014], mogenp buBeprona—Xoinrta, yuuThIBaIOIas] BHYTPUBUIOBYI0 KOHKYPEHIUIO U OTPAHUYEHHOCTh
pocra [be3pyuko, 2005; Beverton, Holt, 2005, u ap.]. [IpakTideckn BO BCEX MOICISIX TUHAMUKH YHC-
JIEHHOCTH IpPEeIoaraercsi, 4To CKOpPOCTh POCTa MOMYJISALMH MIPOMOPIMOHaNbHA YicIeHHOCTH. Hesa-
BHCHUMO OT KOHKPETHOTO BHJIa MOJIEJICH, TTIABHBINM KaueCTBEHHBIN BBIBOJ], KOTOPBIH CIIEAyeT 13 aHAIU-
3a UX JUHAMHKH, 3aKIF09aeTcs B cieayromeM. Ecmu koadduimenT nponopIroHaIbHOCTH (Ha3bIBae-
MBIi OOBIYHO MaJbTY3HMAHCKMM IapaMeTpoOM WM MalbTy3WAaHCKOW (DyHKIMEH) MOMOXKUTeNeH, He
3aBHUCHUT OT YHMCJICHHOCTH WJIHM JJa)K€ PAcTeT C €€ yBeIUueHHEM (3TO OOBIYHO MHTEPIPETHPYETCS Kak
TO, YTO TIOMYJISIIIUS PAa3BHBAETCSA B YCIOBHAX HEOTPAHHMUEHHBIX PECYPCOB KHU3HEACATEIHHOCTH), TO
paccMmarpuBaemast MOMyJIsIIMA HEOTPAaHUIEHHO PacTeT.

Ecnn ke ManbpTy3uaHCKUH mapaMeTp 3aBUCUT OT YHMCIEHHOCTH U MaJaeT C €€ pocToM (OTpHla-
TeNbHas 00paTHas CBs3b, MHTEPIPETHPYyeMast Kak TUIOTHOCTHO-3aBUCUMasl PETYJISIHs, BEI3BaHHASI OT-
paHWYEHNEM PECYPCOB), TO POCT MOMYJISAIUHN 3aMeJIsIeTCd U YUCICHHOCTb CTPEMHUTCS K HEKOTOPOMY
CTaIlMOHAPHOMY 3HAa4YeHMIO (HE BCErja eAMHCTBEHHOMY). Kpome TOro, HHTEpecHO, YTO INIOTHOCTHO-
3aBHCHMAasl PETYIALUS POCTa TOMYJISAIUN B MOJIENSIX C HEMPEPHIBHBIM BpEMEHEM MPUBOIUT K MOHO-
TOHHOH TWHAMUKE, a B MOJICTISX C IUCKPETHBIM BPEMEHEM CIIOCO0HA CTaTh MPUIHMHON TEPUOTNIECKOM
WIN Jake HeperyisipHoil nmuHamuku umcieHHoctu [[lamupo, 1972, 1983; llammpo, Jlymmos, 1983;
May, 1973, 1974, 1975, 1976; May, Lloyd, 1999].

Jis TOHUMaHWsI CIIOKHBIX PEKUMOB, BOSHHKAIOIIUX B OJTHOMEPHBIX OTOOPaKECHUSX, HEOOXOIH-
MO pa3yinyarh THIbI BHYTPUBUIOBOH KOHKypeHIuyu nomysisiiuu. Hukonconom [Nicholson, 1954] ObI-
T TIpEUIOKEHBI 1B KpaiHue GOpPMbI 3aBHCUMOCTH POCTA MOIMYJISILUK OT MIOTHOCTH — COCTSI3aTeNb-
Has (contest) W momaBuTeNbHAs (scramble) KOHKYpEHIIMH, KOTOpbIEe OOYCIaBIMBAIOT JelEHUE JIHC-
KpPETHBIX IO BpeMEHHU Mojieicii Ha aBa ocHOBHEIX THma [Hassell, 1975; Brannstrom, Sumpter, 2005;
Anazawa, 2009]. [lepBsIif THII MOJeNeil OMUCHIBAET KOMIIEHCAIIMOHHYIO 3aBUCUMOCTh pPOCTa TOMYJIs-
IIUU OT TUIOTHOCTH, KOTOpasi BOZHUKAET B Pe3yJIbTaTe COCTA3aTENbHON KOHKypeHIH. B 3ToM ciydae
B IIOMYJIALIMK B pe3yJIbTaTe Jaxke MPEeIeNbHO JKeCTKOM KOHKYPEHIIMH OCTAeTCs MOCTOSHHOE YHCIIO
BBDKUBIINX ocobei [buron u ap., 1989]. B kadecTtBe mpumepoB Mozesneil ¢ cocTsI3aTeNbHOW KOHKY-
peHImel MoxHO ykazatk mojenu Ckemnama [Scellam, 1951] u Bueprona—Xonra [Beverton, Holt,
2005], B KOTOpPBIX (YHKIHS BOCITPOU3BOACTBA (IIOTIOJHEHNE) MOHOTOHHO BO3PACTAET C YBEIHMUCHHEM
yucIa 3anaca. B Mozensx Takoro Bua pa3Mep MomyJsiiind MOHOTOHHO CXOIHUTCSA K PAaBHOBECHIO.

Hpyroil THII Mozienel HMeeT CBEPXKOMITEHCUPYIOIIYIO 3aBUCUMOCTh OT TUIOTHOCTH, B CIy4ae KO-
TOPO Bce KOHKYPHUPYIOIIHE 0COOM MOTYT IOABEPTaThCS CTOJIh HEOIArONPUATHBIM BO3JIEHCTBHSM, YTO
HU OJIHA U3 HHUX He BBDKMBaeT. CBEPXKOMITEHCHPYTOIIAsi 3aBUCHMOCTH OT IJIOTHOCTH BO3HUKAET B pe-
3yJIbTaTe TaK Ha3bIBAEMOW MOAaBUTENBHON KOHKypeHiuu [Nicholson, 1954; buron u ap., 1989].
K uncny mopeneil ¢ monaBUTENbHON KOHKYPEHLIMEH OTHOCAT, B YacTHOCTH, Mozenn Pukepa [Ricker,
1979] u ®epxrobcTa ¢ TUCKPETHBIM BPEMEHEM, B KOTOPBIX (DYHKIIUS BOCIIPOH3BOJICTBA MMEET JIO-
KaJbHBI MakCUMyM. B pe3ynbraTe BelW4HMHA MOIMOJHEHHUS (B TEpPMHUHAX MOjenu Pukepa) ymeHsIa-
eTcs ipu OOJIBIINX 3amacax 4ucieHHocTel [Brannstrom, Sumpter, 2005]. IMeHHO B MOJEINSAX TaKOTO
TUTA TJIOTHOCTHO-3aBUCHMAsl PETYJIISINS POCTa TOMYJISIUN MOKET IPUBECTH K KoJeOaHUsAM (IIepHo-
MTICCKAM U XaOTHIECKUM ) YnciaeHHocTH [May, 1976].

MeitHapa-Cmut u Crnatkun [Maynard-Smith, Slatkin, 1973; Maynard-Smith, 1974] u Xaccemn
[Hassell, 1975] mpenioxuin Moenn, KOTOPhIe BKIFOYAIOT 00a THUIAa BHYTPUBUIOBOW KOHKYPEHIIUU
[Brannstrom, Sumpter, 2005]. Tak, npu c1adoM SKOJIOTHICCKOM JIMMHTHPOBAHUH (TTapaMeTp MHTCH-
CHUBHOCTH 3KOJIOTMYECKOTO JINMUTHPOBAHHS PaBeH eIWHUIlE) 00e MOJEeNH MepexoasaT B Mojenb bu-
BEpTOHAa—XOJTa, YTO MO3BOJSET TOBOPUTH O COCTS3aTENbHOW KOHKypeHIHU. OmHaKo MpH OONbLIMX
3HAYEHHSX AKOJIOTUYECKOTO JTUMHUTHPOBAHUs (TapaMeTp OOJbIIe €IUHHIIBI) MOACTH XapaKTepU3yIoT
CUTYaIUIO MOJIAaBUTENIbHOM KOHKYypeHUIHH. OTHOBPEMEHHO ¢ M3MEHEHHEM THIa TUIOTHOCTHO-3aBHUCH-
MO CBSI3U MEHSIETCS M XapaKTep AMHAMUKH MOIMYJISIUHA: eClIu B Mojaenu buBeprona—Xontra HEMOHO-
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TOHHBIE PEKUMBI HE HAOMIOAAFOTCA HU NMPH KAaKWX 3HAYCHHSAX PETPONyKTUBHOTO MOTEHIIMANA, TO MPH
OOJBIINX 3HAYSHHSIX IKOJIOTHIECKOTO JINMUTHPOBAHIS B MOZETISIX Xaccena, a Takke MelHapa-Cmuta
u CraTKWHa YBETUYCHHE MaJbTy3WaHCKOTO MapaMeTpa BeleT K MEPUOJIMUSCKIM M XaOTHUYCCKUM pe-
)kumaM [@pucman, 1996; Anazawa, 2009].

3aMeTuM, 4TO B OMHCAHHBIX BBIIIE MOJAEISX CKOPOCTh POCTA MOIYJIAINNN YMEHBIAIACH C YBEIH-
YEeHHEM €€ YHCICHHOCTH (WJIHM TUIOTHOCTH). BMecTe ¢ TeM sl Moy isiuid HEKOTOPBIX BBICIINX Opra-
HU3MOB YBEIMUYCHHE YUCICHHOCTH MPUBOJIUT K CHIKCHHIO POCTA TIOMYJISAIUU JUIIb TPU OOIBIIUX
TUTOTHOCTSIX, @ TIPY MaJIbIX — K YBEIMYEHHUIO CKOPOCTH POcTa. Takol THI 3aBUCHMOCTH BBI3BaH TEM,
YTO ISl TIOMYJSANWNA OPTraHW3MOB C SPKO BBIPAKEHHBIM TPYIIIOBBIM ITOBEACHWEM M CTPEMIIEHHEM
K arperanuu xapaktepeH 3¢dekr rpynmbl — Tak HaseiBaeMbld npuniun Omm [Allee, 1931; Allee
et al., 1949], 3akirodaronuiicss B CyIIECTBEHHO OOJbIIEH IIOJOBUTOCTH OCOOEH B arperupoBaHHOM
TpynIe Mpu HEKOTOPHIX CPEIHWX 3HAYEHUSIX YNCICHHOCTH, HEXXETH B yCIOBHSIX HEIOHACENIEHHOCTH
[©pucman, 1996]. Takum o6pazom, 3gdext OiH BHI3BIBACT TaK HA3bIBAEMYIO 3aBHCHUMYIO OT ILIOT-
HOCTH O0OpaTHyI0 cBsi3b (inverse density dependence), TO €CTh CKOpPOCTH pOCTa YMCHBIIACTCS
C YMEHBIIICHHEM IIOTHOCTH. M3 HEMpephIBHBIX 10 BpEMEHH MOJIeNei, onuchiBatonux 3gdext Omm,
XOpOIIIO M3BeCTHA Monelb baspikuna [baszpikun, 1985]. CiaenoBareasHO, MOIETH OJHOPOMHEBIX ITOITY-
JISIIUHA TTOAPA3ICNIAIOTCS HAa MOJIENH, KOTOPBIC JTHOO0 MPOSBIAIOT, THO0 HE MPOSBISIOT 3¢ dert Omu
[Anazawa, 2009].

[Momgo6mH0 3 dexTy Ommm, oOpaTHAs PETYISIIHS IIOTHOCTH (IPUPOCT YMEHBIACTCS ¢ TaAcHUEM
YUCJIICHHOCTH) MOKET HaOIIOAAThCS JJIS MPOMBICTIOBBIX MOMYJISINN, U3 KOTOPBIX U3BIMACTCS MOCTO-
SITHHOE 4MCi0 (JI0Js) 0co0eid, mpuueM sl JIF000TO pa3Mepa MOMYJISAIUU, a He TOJIBKO JJI Majlo4uc-
JICHHBIX TomyJAnui (B oTiimane ot ¢ dekra rpymmel) [Akcakaya et al., 1999].

[Ipu HanUuuM y NOKaNbHOW MOMYJSLUU CIOXKHON BHYTPEHHEW CTPYKTYpBI, HAllpuMep pasielne-
HUS 0COOCH IO MOy WIJIM BO3PACTY, JIJIS aJIcKBATHOTO OMUCAHUS JTUHAMHKH MOIMYJISIIIMA HEOOXOIUMO
WCTIOJIh30BATh CTOJBKO IMEPEMEHHBIX, CKOJIBKO CTPYKTYPHBIX EAMHHUIl OHA COAepKUT. OQHON U3 mep-
BBIX MOjeJieli, HalpaBJIeHHBIX Ha ONMHCAaHUE JUHAMUKH BO3PACTHOW CTPYKTYPHI, ABISETCSI MaTpUIHAS
Mozenb, npeanoxennas I1. Jlecnu [Leslie, 1945, 1948; Hansen, 1989; Caswell, 2001], kotopas siBjsi-
€TCSl MHOTOMEPHBIM (MaTpHYHBIM) aHAJIOTOM JUCKPETHON Mojaenu ManbTyca W HE JIMIIeHA TJIABHOTO
ee HeJOoCTaTKa — HEeOorpaHMYEeHHOro pocta. HecMoTps Ha 3TO, JeTanbHBIA y4eT aeMorpaduaecKux
MEePEX0J0B U3 OJHOTO MOKOJICHHSI B IPYTO€ MO3BOJSET HETUIOXO OMMCHIBATH MOBEACHUE BO3PACTHOTO
COCTaBa MHOTHX PCalIbHBIX MOMYJISIUA Ha HEOOJbIINE BPEMEHHBIC MACIITA0bl U JaKe KOJICOaHUS
BO3PAaCTHOTO COCTaBa, KOTOpHIE, IO CYTH, SIBILIIOTCA 3aryxawomumu [Usher, 1969; Puxep, 1979; Po-
3eHbepr, 1984; Hayes, 2000]. Oxnako mocieaHee BO3MOKHO JIUITH B CIydae, KOTIa )KU3HCHHBIN ITHKIT
OpPraHM3MOB TOMYJISIIIMYA 3aKAaHYMBACTCS CIUHCTBCHHBIM PEnpOAyKTUBHBIM akToMm [Comins et al.,
1992; Caswell, 2001].

JpyruM HegocTaTKoOM MaTpudHOW Monenw Jlecnn sBIsieTCs TO, 9TO MPU OOJBIIIOM KOIUYECTBE
BO3PACTOB TPeOYyeTCS COOTBETCTBYIOIIECE €My UYHCIIO TIEPEMEHHBIX M, KaK CIEACTBUE, BOSHUKAET TIPO-
OyieMa MIESHTU(PUKAINY JeMOorpaUIecKuX MapaMeTpoB U YyBCTBUTEIBLHOCTH K UX MaJbIM BapUallu-
sM. Momens Jlecnn Takke oka3siBaeTCs HEI(DPEKTUBHOHN B ciIydae CIOKHOTO XapakTepa JeMorpadu-
YECKUX MEPEXO0JIOB, 3aJCPKEK B Pa3BUTHH M BBIOOPOYHBIX MEPEXOJ0B OCOOSIMH B OJUH WIH JPYroi
Bo3pacTHOM kiacc. [lomoOHble HemocTtaTku ObiiM ycTpaHeHbl B Monenu JlegxoBuua [Lefkovitch,
1965], B KOTOpOIi OCHOBaHHEM I CTPYKTYPUPOBAHUS O0COOEH MOMYJISAINH SBISAETCS HE XPOHOJIOTH-
YECKHI BO3pacT OT MOMEHTa POXKIEHUS, a KaKOW-Tr00 MPHU3HAK WM CTaAus Pa3BUTHSA, HAIPIMEP UX
pOJIb B TIPOIIECCE BOCIIPOU3BOACTBA (HOBOPOXKICHHBIE, HETIOIOBO3PEIbIC, TIOJIOBO3pEIbIe U T. 11.) [Jlo-
roder, Kimoukora, 2002; Vandermeer, Goldberg, 2003; Jloroder, benosa, 2007]. JansHeiinee pa3su-
THE MAaTPUYHBIX MOJIeJIel AMHAMUKHU HOMYJAIMI ¢ BO3PACTHOW CTPYKTYPOH IIJIO MO MyTH y4eTa cTa-
JIUITHO-BO3PACTHBIX COCTOSIHHMI Pa3BUTHsA 0COOEH B MOMYJSAINHU, KOTa, MOMHMO XPOHOJOTHYECKOTO
BO3pacTa 0cobOeii, yunThIBaeTCs cTaaus ux oHrorenesa [Jloroger, Kioukosa, 2002; Jloroger, benora,
2007; Jloroder u np., 2017]. B otnmmuue ot monenu Jlegxopruua B TaHHOH MOZENH 32 OJWH BPEMEH-
HOM Iar BO3pacT BceX 0coOei M3MEHSETCs, HECMOTPS Ha BO3MOXKHYIO 3aJIepKKy B pazButuu. Comep-
JKallMecs: B MaTpulle JeMorpaduIecKuX Mepexoa0oB (Ha3BaHHAs B ATOM ciiydae Matpuriei Jlorodera)
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KOX(UIMEHTH Tepexo/ia OMPEAEISIOTCS TaK Ha3bIBaeMBIM TpadoM KU3HEHHOTO IUKJIA, KOTOPHIHA
OTIMCHIBAET TIOCTIEAOBATEILHOCTh U HAIIPABJICHUS Pa3BUTHS OCOOCH B MOITYJISIIIME OT MOMEHTAa POXKIIe-
HUS 710 IEPHOJia aKTUBHOTO YYaCTHUsl B PEIPOAYKIIUHU CICAYIONIUX MOKOJICHUI U cMepTH. Takoe mpe-
CTaBJICHUE OKa3aJIOCh OYCHb BOCTPEOOBAHO IS OMMCAHUS TUHAMHKH TOMYJSIUN pacTCHUI U Hace-
kombix [Leslie, 1948; Jloroder u ap., 2015, 2017], pa3Butue ocodeil KOTOPHIX HUMEET CIIOKHBIH
JKU3HCHHBIA IHKJI, XapaKTEePU3YIONTUICS HECKOILKMMH DPA3IMYHBIMU HaIpaBICHUN OHTOTCHE3a
B 3aBHCUMOCTHU OT COCTOSIHHSI U CTaJINU Pa3BUTHS POJUTEIBCKUX OCOOCH, YTO YacTO HAOIIOJaeTCs IPH
BEreTaTUBHOM pa3MHOXKeHHHU y pactenuid [Jloroder u ap., 2017]. Kpome Toro, Takoi moaxo mMo3Bo-
JISIET y9eCTh KaK MPOTPECCUBHBIC, TAaK M PETPECCUBHBIC TIEPEXObl. B mociemneM ciaydae B MaTpUIle
Jlorodera mosiBNAIOTCS HEHYJIEBbIe KOA(Q(DHUIIMECHTHI HaJl TJIABHOM JMArOHAIbI0, KOTOPBIC OTMPEACISIIOT
nepexoj; ocodeil u3 0ojee MPOrpEeCCUBHON CTAJUKM OHTOTCHE3a B MEHEE Pa3BHUTYIO CTAJUIO M TEM Ca-
MBIM OITACHIBAIOT BO3MOYKHBIC BAPUAHTHI BET€TATHBHOTO PA3MHOKCHHUS Y PACTCHHIM.

['maBHBIM HETOCTATKOM MATPUYHBIX MOJIENEH SBJISICTCS TO, YTO OHH OPUEHTHUPOBAHBI Ha OMKCA-
HUC JIMHAMWKHU YUCIICHHOCTHU TOMYJISAIUN B YCIOBUSX HEOTPaHUYCHHOCTU pecypcoB. i pemieHwus
3TON MPOOJIEMBI OBUIO CIENIaHO MPEOI0KEHHE, YTO JeMOoTpaprIecKre mapamMmeTpsl 3aBUCST OT YHC-
JIEHHOCTH, T. €. OCYIIECTBIISCTCS MNIOTHOCTHO-3aBUCHMAsT PETYJISAIUS COOTBETCTBYIOIMIETO BO3PACTHOTO
nepexoaa o npuHnuny monxenu depxronbera [Cupexes, 1978; Comins et al., 1992; Hemopesos,
1997]. B pe3ynbTare OBbLIO MOKAa3aHO, YTO HETMHEWHBIN XapakTep KO UIIMEHTOB BO3PACTHBIX Tepe-
XO0JIOB CIIOCOOCH MPUBOIUTH K TEPUOANYCCKIM WM JaKe HEPETYIIPHBIM KOJICOAaHUSAM YHUCICHHOCTEH
[[LIammpo, 1983; @pucman, 1994].

Bce addexTsl, cB3aHHBIC C MIOTHOCTHO-3aBHCUMOW PEryJSAIMel pocTa MOMYJISIUN U HAOI0-
JTAIOIINECS B OJHOMEPHBIX MOJENAX HECTPYKTYPHUPOBAHHBIX TOITYJIANNN, OTMEYAIOTCS U B CUCTEMax
JUHAMHMKH CTPYKTYpPUPOBaHHBIX momyysuuid. Hanbosee uccienoBaHHBIMH MOJCISAMH, JIEMOHCTPH-
PYIOIIUMU Pa3HOOOpa3HbIC TUIIBI JUHAMHYECKOTO TTOBECHHUS, SBIISIOTCS JBYMEPHBIE CUCTEMBI PEKYP-
PEHTHBIX ypaBHEHHH WJIH JBYMEpHbIE OTOOpa)KEHUS, MPEHMYIIECTBEHHO ONUCHIBAIOIINE AUHAMUKY
JIBYXBO3PACTHOH Tomyysauu. Kak mpaBuito, W3ydaeTcsl BIUSHUE TJIOTHOCTHO-3aBUCUMOM PETYIISAIINN
Ha auHamMuky nomyssiuuu [Hastings, 1992; Dennis, 1994; Boer, Reddingius, 1996; Inchausti,
Ginzburg, 1998; Hansen et al., 1999; ®pucman u np., 2010; HoBukoB u np., 2012] unm ke dpaxtopos
BHemTHeH cpennl (knmmMar, obmnue kopma) [Hanski et al., 1993; Aanes et al., 2000; Kausrud et al.,
2008; Elmhagen et al., 2011; Korpela et al., 2013]. B yactHocTH, ObIJIO O0OHAPYKEHO, YTO IJIOTHOCT-
HO-3aBHCUMasl PEryJISIVs B MOJACISAX JUHAMUKH MOMYJISIIHNA, CTPYKTYPUPOBAHHBIX MO BO3pacTy, MO-
JKET MPUBOIUTH K APPEKTy THAPBI: POCT CMEPTHOCTH B MOMYJISIHUH (B TOM YHCIIE B pe3ylibTaTe Mmpo-
MBICIIa) BeleT K yBEIMUCHUIO e¢ YuciieHHocTH [Liz, Pilarczyk, 2012; Liz, Ruiz-Herrera, 2012; Snyder
etal., 2014].

Kpowme Toro, B psine padot [Frisman et al., 2016; Neverova et al., 2016; PeBynkas u ap., 2016]
OBIIIO TIOKA3aHO, YTO B MOJIEJISX THHAMHUKHU YHCIICHHOCTH JIOKAJIBHON JTUMUTHPOBAHHON CTPYKTYPHUPO-
BaHHOW TIOMYJISAIUN BO3HUKAET MYJIBTUCTAOUIBHOCTh (MYJbTHPEKUMHOCTB), 3aKIIFOUAIOIIAsICsI B CO-
CYIIECTBOBAHUU HECKOJIBKUX PA3IMYHBIX AIbTEPHATUBHBIX TUHAMHYECKUX PEKUMOB IIPU OJHUX H TEX
K€ 3HAUYCHHSAX JeMOorpaduIecKuX mapamMeTpoB. Kakoil IMEHHO THI TUHAMHYECKOTO pekuMa Oyaer
peain30BaH, 3aBUCUT OT HAYaJIbHBIX YCJIOBHUU (MJIM TEKYIIUX 3HAYCHHU YMCICHHOCTH), U 3TO MOXKET
OBITh KaK CTAllMOHAPHAS, IEPUOIUIECKAS, TAK U HEPETYJIIpHAs TUHAMUKA. BBISIBICHHBIC aCTIEKThI JTU-
HAMHYECKOTO TOBEJICHHs MOJieliel, OCHOBaHHbIE Ha PEKYPPEHTHBIX ypaBHEHUSX, MO3BOIISIOT 00BsIC-
HUTh HAOJIFOJaeMble PAa3INuUds B MUHAMUKE YHUCICHHOCTH TOMYJIAIWHA OJHOTO BHIA, OOHUTAIOIINX
B IPAKTUYECKU UIACHTHYHBIX yCIoBUsIX. C Ipyroil CTOPOHBI, B paMKax OJHOW JIOKAaIbHON MOMYJISIHH
oOHapyKEHHOE SBJICHHUE MYJBTHPESKUMHOCTH TO3BOJISET OOBSCHUTHh KaK BOSHHKHOBEHHUE, TaK U HC-
Ye3HOBCHHE KOJICOAHWH UYMCICHHOCTH, a TaKXKe CMEHy ITeproaa HabmomaeMbIx kosnebanuid. [1omo0-
HBIC CMCHBI JUHAMUYCCKUX PEKHMOB BCE Yallle HAOJIOIAIOTCS B IPUPOIHBIX MOMYJISAIUAX, B YACTHO-
CTH B MOMYJISIIHSX JIEMMUHTOB, ITOJICBOK U IPYTHX MBIIICBUIHBIX TPHI3YHOB.

Crnemyer OTMETUTh, YTO yYBEIMYCHHE MPOJOJDKUTEIFHOCTH M CIIOXKHOCTH OHTOTEHE3a HE yBEIH-
YUBACT «B CPEIHEM» CTEICHb XaOTH3AllMU MOMYJISIHOHHON auHamuku [Frisman, Zhdanova, 2012;
Heseposa, ®pucman, 2015]. B nonp3y Oomnblieil AHHAMHYECKOH yCTOWYMBOCTH TOBOPAT 0OHApY KEH-
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HOE B MOJIEISIX MHOTOBO3PACTHBIX TOMYJISAIUN paclIMpeHue 00JacTH 3HAYSHHH PEernpOAYKTHBHOTO
MOTCHITMAIA, COOTBETCTBYIOIICH CTalMOHAPHON JMHAMHKE, CHIDKEHUE pa3Maxa (IyKTyaruid JuCIICH-
HOCTEH BO3PACTHBIX TPYIII, a TakXkKe Mpeodiiafganue o0nacTell, B KOTOPBIX aTTPAaKTOPhl UMEIOT OYCHb
HEOOJIBIITYI0 CTETNCHb XaoTH3alui. MOXKHO CKa3aTh, YTO yJIMHCHUE M YCIOKHEHUE OHTOTEHE3a, CO3-
JlaBasi MOTSHIIHATbHBIE BOSMOXKHOCTH JJIsl YBEIMUEHUSI Xa0THU3AlUN «B CPEIHEM», B KOHEUHOM HTOTE
OKa3bIBAIOTCS CIIOCOOHBIMH OOCCIICUUTh «OOpaTHBIN» MEPEX0 «OT Xaoca K MOPSIAKY» U Jake IPUBeC-
TH K YCTOWYUBBIM TUHAMHYECKUM PEKUMaM. DTOT Pe3yNIbTaT AAaeT yAUBUTEIBHO MPOCTOE MOJICITBHOS
o0BsicHeHHe ToMy (DaKTy, YTO MPH JOCTATOYHO HMIMPOKOM CIIEKTPE TUHAMHYECKUX PEKHMOB, TEOPETHU-
YECKU BO3MOXHBIX JJIsI TIOMYJISIIUNA C BO3PACTHOW CTPYKTYpOM, pealibHO HalIeHHbIE MEPHUOJIbI OKa3bl-
BalOTCS HEOONBIIUME, U MHOTHE «IUKHE» MOMYJISIUHN IEMOHCTPUPYIOT, OYEBUIHO, CTAOMIIBHYIO 100
OKOJIOIIUKIINYECKYIO TUHAMUKY.

Oco0oro BHUMaHHUS 3aCy’KUBAIOT Pa0OTHI, MTOCBAIICHHBIC U3YUCHHUIO BIHMSHHS MTPOMBICIOBOTO
U3BATHS HAa JIUHAMHUKY YHUCIICHHOCTH JIOKAIBHBIX IMOMYJISIMHA, B TOM YHUCIE CTPYKTYPHUPOBAHHBIX
[Cranenkas u ap., 1979; Abakymos, 1993; Hofbauer, Sigmund, 1998; Braumann, 2002; ®pucmas,
Jlact, 2005; Unweun, 2007; Idels, Wang, 2008, Rolland et al., 2010; Hone et al., 2010; AbakymoB u ap.,
2011; Liz, Pilarczyk, 2012; Wikstrom et al., 2012; Gentleand, Pople, 2014; XKnanosa, ®pucman, 2013,
2014; Cid et al., 2014; PeByukas, ®pucman, 2017; HeBeposa u ap., 2016, 2017; AbakymoB, U3pauib-
ckuit, 2016; Miskinis, Vasiliauskiené, 2017; Regehr et al., 2017; Neverova et al., 2018, u np.]. Ot
paboThI TOCBSIICHBI, KaK MPaBWIIO, 331adaM ONTHMHU3AINH TIPOMBICIIOBOTO H3BATHSA, B PAMKax KOTO-
PBIX HCCICIYIOTCS YCIOBHS COXPAHEHUS IEIOCTHOCTHU TOMYJISAIUI U ONPENesieTCs YPOBEHb YUCIICH-
HOCTH, HEOOXOMMBIH JIJIsi BOCIIPOU3BOJICTBA TOMYJISIIUU, TPH MAaKCUMAILHO BO3MOXHOM 3¢ (eKTe 0T
SKCILTyaTalllH.

CyIIecTBYIOT JIBE€ OCHOBHBIC CTPATETMU YIIPABICHUS MPOMBICIIOM, OCHOBAHHBIC Ha MPEIITOJIONKE-
HUM O TUIOTHOCTHOW 3aBUCHUMOCTH PETYJISAIMH POCTa MOMYJISAIU: mepBas 0a3upyercs Ha KOHIEIIHH
«EXKETOMHBIX M3NUIICK YPOXKash», BTOpas — Ha KOHIIETIIMH MaKCHUMaJIbHOTO YPABHOBEIICHHOTO U3bs-
tus [Bergman et al., 2015]. B ocHOBY IIepBO#i MOJI0KEHO yCIIOBHE, YTO B MOMYJIAIHUIX H3BIMACTCS W3-
OBITOYHOE KOJIMYECTBO KUBOTHBIX, KOTOPBIC BCE paBHO CO BPEMEHEM MOTHOHYT B pe3yJibTaTe Mpoiec-
COB CaMOPETYJISIHNH U JPYTUX NpUIHH. BTopas cTpaTerus mpeanoiaraeT Takol MPOMBICE, PU KOTO-
POM YHCJICHHOCTH AIKCILUTyaTHPYEMOH IOIMYJISIAH TOICPKUBACTCS HA YpPOBHE, OOECIECUMBAIONIEM
MaKCHMAaJIbHOE BOCIPOM3BOACTBO. OTMETHM, YTO B XOJ€ MCCIICIOBAHUN IMHAMUKH JIBYXBO3PACTHOM
AKCIUTYyaTUPYEMOH MOMYJISIUM OBbLJIO MOKAa3aHO, YTO MAaKCHMaJbHBIN YCTOWYMBBIA ypoxail (OmTu-
MaJIBHBIA TTPOMBICENT) BO3MOXEH B Clydae M3bATHS 0coOel TOIBKO M3 OJHOTO BO3PACTHOTO Kilacca
[’Kmarnosa, ®pucman, 2013; Pepynkas, ®pucman, 2017].

OpHaKo CTpaTeruv, OCHOBAHHBIC Ha MOJIX0JIC MAKCUMAJILHOTO YCTONYHUBOTO YpOXKasi, MOTYT TIpH-
BECTH K KaTacTpO(UYECKHM IIOCIEACTBHAM, BILIOTH IO BBIpOXkIeHUs nomymsiuu [Larkin, 1977;
Ludwig et al., 1993; Lande et al., 1995; Hilborn, 1996; Hilborn, Mangel, 1997; Finley, 2011]. Ilpu
3TOM KaTaCTPO(PUUECKHUE M3MEHCHUS YUCICHHOCTH JKCIUTYaTHPYEMBbIX MOMYJSIUA MOTYT OBITh BbI-
3BaHbl HE TOJILKO BO3JICWCTBUEM IPOMBICIIA, HO U BJIUSHUEM MPOIIECCOB CAMOPETYJISIIUN B COBOKYTI-
HOCTH ¢ (paKkTOpaMu SK30TEHHOU MPUPOJIBI, BEIYIIMMH K BapHAIHH CKOPOCTH POCTA MOMYJISAIINHA U, KaK
cnencteue, Guykryarusam [Brauer, Soudack, 1979ab; Fryxell et al., 2010] win naxxe cMeHe HaOJrO-
JIACMOTO TMHAMHYECKOTO PEXKHUMa. 3aMETHM, YTO HPOMBICIOBBIC BUBI MOMYJISAIHA, TOABEPKCHHBIC
s ety Ommm, Oonee BOCIPHUMYHUBEI K KaTaCTPO(PHUECKOMY CHIDKEHUIO YHCIECHHOCTH TPH yBEIH-
YEeHUU CMEPTHOCTH, BBI3BAHHOM MPOMBICIOBEIM Bo3nericTBueM [Courchamp et al., 1999].

Kak ObU10 CKa3aHO BBIIIE, TPAIUIMOHHO MPEANOIAracTCs, YTO YBEINUCHUE CMEPTHOCTH TOMYJIsi-
UM (KaK B CHITy MPOMBICIIA, TaK U APYTUX €CTECTBEHHBIX NMPUYHH) IPUBOJUT K YMECHBIIICHHUIO €€ YHC-
JIEHHOCTH. JTa JIOTHKA 3aJI0KCHA B OCHOBE MHOTHX CTpaTeTMi IPOMEICIIa M PHIOOJIOBCTBA, OOPHOBI
C BPEIUTEIISIMH, a TAK)KE MEPONIPHUATHIA 110 COXPaHECHUIO0 Onopa3HooOpasus. Bmecre ¢ TeM TeopeTHue-
CKUC M DMIIMPUYCCKHUE UCCIICAOBAHUS MOCICIHUX NECATHICTHH MOKA3aIH, YTO YBEIIMYCHUE CMEPTHO-
CTH 0CO0€ll B TMOIyIISAIUU MOXET MPUBECTH K POCTY YUCICHHOCTH, TO €CTh K TaK Ha3plBaeMOMY 3(-
(dexry ruapsl [Abrams, Matsuda, 2005; Abrams, 2009]. [1apagokcalibHOE yBEINYCHUE YHCICHHOCTH
IpU POCTE CMEPTHOCTH ObLTO OTMeueHo emie B pabore Pukepa [Ricker, 1954; Abrams, 2009]. D dexk-
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ThI, KBATUUIHPYEeMblIe KakK 3P GEKT TUIAPHI, MPOSBISIOTCS KaK B JUCKPETHBIX 110 BPEMEHH [HAIIpUMeED,
Seno, 2008; Liz, 2010; Abrams, 2009], Tak u HempephsIBHBIX Mozaemsx [Matsuda, Abrams, 2004;
Abrams, 2009]. B pa6ore X. Ceno [Seno, 2008], B KOTOpOi HCCIEAYIOTCS AUCKPETHHIE 110 BPEMEHHU
MOJIEI JAMHAMUKHA YHUCICHHOCTH OJHOPOJHBIX IMOMYJISIMKA C IJIOTHOCTHO-3aBHCUMOW PETYJISIUCH
Y TIPOMBICIIOM, OTMEUAETCsI, YTO COCTA3aTeNIbHAS BHYTPUBHIOBAS KOHKYPEHIIMS HUKOTJAa HE BBHI30BET
BO3HHKHOBEHUS JaHHOTO 3(dekra (aBTOp Ha3bIBACT 3TOT AP (HEKT MapagokCoM), B TO BpeMs Kak Imoj1a-
BUTENIbHAS KOHKYPEHIIUS, BEPOATHO, BBI30OBET €ro. B cilyyae mpOMBICIIOBOTO U3BATHS HapagoKc CO-
CTOUT B TOM, YTO C POCTOM H3BSITUS 0COOEH M3 MOIMYJIANNN YBEIHYUBACTCS €€ paBHOBeCHas (WK yc-
penHeHHas 10 BPEMEHH) YNCIEHHOCTh, BMECTO WHTYUTHUBHBIX MPEACTABICHUNA O TOM, YTO IPOMBICEI
COCTOWT B YMEHBIICHUH YHCICHHOCTH MOMYJISAIMH, a He Hao0opoT [Seno, 2008].

OtmeTuM, 4TO paboThl, B KOTOPBIX YYUTHIBACTCS BO3MOXHOCTh MYJIbTHCTAOMIBLHOCTH (MYJIBTH-
PEKUMHOCTH) B IKCIUTYaTHPYEMBIX MOMYJIAIHOHHBIX cucTeMax [Saucedo-Solorio u ap., 2002; ®puc-
MaH u 1p., 2014; Pisarchik, Feudel, 2014; HeBepoBa, ®pucman, 2015], BcTpedaroTcs J0CTaTOYHO PEl-
k0. OJHAaKO TakoW MOJXOJ TO3BOJSCT U3ydaTh W YYUTHIBATH BO3MOXKHOCTH CMEHBI TUHAMHYECKOTO
pexrMa B 3KCILTyaTupyeMoi nomysinuu. B gactHoct, B psge padot [Heepora u ap., 2016, 2017;
Neverova et al., 2018; PeBynkas u np., 2018] 0bu10 MOKa3aHO, YTO MPOMEICIIOBOE M3BATHE, KaK Ipa-
BHJIO, BCICT K CTaGI/IHI/ISaHI/II/I JAUHAMUKH; OJJHAKO COXPAaHACTCA ABJIICHUC MYJIbTHUPCKUMHOCTH, XapaK-
TEpHOE JUIA CBOOOIHO pa3BUBAIOIIEHCA Tomynsanuu. CremoBaTelbHO, BO3HHKAIOT ONpeAelICHHBIS
CIIO)KHOCTH TIPY TPOTHO3HPOBAHHUH TIOMYJISIIUOHHOW AUHAMHUKH, MOCKOJIBKY H3BSATHE U3 TOMYJIISIIH
JKe OTIENBHBIX 0CO0CH MOXKET CMECTUTh TEKYIYI0 YHMCICHHOCTh M3 OJHOTO OacceiiHa MpUTSKEeHUS
B JIPYTO# U IPUBECTH K CYIICCTBEHHBIM U3MEHEHUSIM XapaKTepa IMHAMUKYU YUCICHHOCTU. boree Toro,
HEpEeTyJSPHBIA cOOp ypoXkas WIIM M3MEHSIOMIASCS JOJNSl M3BATUS MOTYT pacKayaTh MOIMYJSIUOHHBIC
kosiebanus. B yactHOCTH, KOJe0aHUsl BOSHUKAIOT B CiyYae, KOTJa TeKyllas YHCICHHOCTh CMEIAeTCs
OJT BO3/ICHCTBUEM MPOMEICIIA B OACCEHH MPUTSHKEHUS IPYTOro PeXUMAa.

MOI[eJII/IpOBaHI/Ie AUHAMHUKHA MUTPALIMOHHO CBA3AHHbLIX HOHy.]'lSIIII/Iﬁ

Jiis OONBIIMHCTBA BUIOB KMBOTHBIX XapaKTepHO HEPaBHOMEPHOE pacmperesieHHe ocolel 1o
apeaixy cBoero oburtanus. He3aBucuMo OT MPUYMH TAKOTO paciipeneneHns (HeoJHOPOJHAs CTPYKTypa
apeaia, aHamadra, OMOTOIIOB, WM YCIIOBHSI OOMTaHHMS, WIH CJIOXHbBIC BHYTPUIIOMYJISIIMOHHBIC TTPO-
I[ECCHI), MMPOCTPAHCTBEHHAS CTPYKTYpa MOITYJISAIUN OKa3bIBACTCS MO3aUYHON. MaTreMaTHUeCKOMY U3Y-
YEHHUIO BOTIPOCOB BO3HUKHOBEHHSI M COXPAHEHHS TAKOW MO3AaUYHOM CTPYKTYPHI MOCBSIIIEHO MHOXKECT-
Bo pabor [Kommoropor u ap., 1937; Fischer, 1937; Kimura, Weiss, 1964; Konmoropos, 1972;
Frisman, 1980; Ty3unkeBu4, 1989; Opdam, 1991; Gyllenberg, Hanski, 1992; Comins et al., 1992;
Gyllenberg et al., 1993; ®pucman u ap., 1996; Kot et al., 1996; Udwadia, Raju, 1997; MeaBurCKwMii
u ap., 2002]. BeimenseTcs aBa moaxoza i OMMCAHMS THHAMHAKH TPOCTPAHCTBEHHOT'O PaCTIPEICICHI
nonynsun: A y3MOHHbBIH U KAMEPHBIH.

[pu muddy3noHHOM TOIXOAE BOCIPOU3BOJACTBO U NIEPEMEIICHUE IO apeally — HENpephIBHbIC
nporieccl. OcoOu MOMYJISIUN PacCMATPUBAIOTCS KaK areHThl, KOTOPBIE MOTYT Pa3MHOXKAaThCSI, YMH-
paTh, B3aMOJICHCTBOBAThL MEXIy C000i M CBOOOIHO MEepeMeNaThes 1Mo apeary B JIIOOOM HalpaBiie-
HUM BJIOJIb CBOETO apeana. B pe3ynbTare mpu JUCCUMIATUBHOM XapaKTepe B3aUMOJCHCTBUI M3 OTHO-
CUTEIFHO OJJHOPOJHOTO paclpeieNIieHHsI BCIEACTBIE MOOMIBHOCTA W OTPAaHUYEHHOTO pajiyca aKTHUB-
HOCTH 0Oco0eli 00pa3yroTcsi KOHTJIOMEpAaThl, CKOIUICHHsSI OcCoOel ¥ yCTaHaBJIMBACTCS HEKOTOpas
MO3aUYHOCTh C AU(PPY3HOHHON CBA3BIO MEKIY OJIM3ISKANIMMHE CKOTUICHUSAMU ocobOelt. Takol momxos
ucnoin3yercs B paborax dumepa [Fischer, 1937] u Kommoroposa—Ilerpockoro—Iluckynosa [Ko-
MoropoB u np., 1937; Konmoropos, 1972], rme paccMaTpuBarOTCS MOJETH, TIPEICTaBIAIONHE co00it
YpaBHEHUS B YaCTHBIX MPOM3BOJIHBIX MapabOIN4YecKoro Tura. [Ipu 3TOM CKOPOCTh pOCTa MOMYJIAIIUN
B TOYKE HEKOTOPOTO MPOCTPAHCTBA CKJIA/IBIBACTCS M3 JIOKATHHOTO BOCIIPOU3BOJICTBA U AU Py3noHHO-
ro 4IeHa, OMUCHIBAIOIIETO MepeMeIIeHusT 0co0el B 3Ty TOUKY M3 coceHHX. McciaemoBanne ypaBHe-
it Konmoroposa—IlerpoBckoro—IlnuckyHoBa, mpu pa3iMvHBIX (YHKIUSX BOCIPOW3BOJICTBA M HAa-
YallbHBIX YCJIOBUSX, TOKA3aJl0, YTO BO3HUKAOIIAS MOMYJISIIUOHHAS WU TeHETHYECKas MPOCTPAHCT-
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BEHHAsl HEOTHOPOTHOCTh OMHCHIBAETCS B BHJIE BOJIH YUCIEHHOCTEH, MMEIOIINX (OPMY CTOSYHUX BOIIH,
KOTOPBIE MOTYT B3aMMOJICHCTBOBAThL MEX Iy coOol [Cuprmxkes, 1987]. O0Hapy eHO BOSHHKHOBEHHE
TaKWX SIBIEHUH, Kak Oerymue BonHsl [[ uraypu, Ceupnxes, 1981; Cupmxkes u ap., 1983; Cupuxes,
1987]. Cnenyet OTMETUTh, 4TO B OONBIIMHCTBE pabOT paccMaTpUBaeTCs MPOCTEHIIHIA CITydaid, Koraa
0co0w, 10 aHAJIOTHU C aTOMaMH, JBIKYTCS COTJIACHO BTOpPOMY 3akoHy ®Duka, T. €. UX MOTOK MPOMop-
IMHOHAJICH TPAINeHTY IUIOTHOCTH (KOoHIeHTpanuu) [Murray, 2002; I'ypiau un ap., 2003]. YpaBaeHHS
TaKOTO THIIA Ha3bIBAIOT YPABHEHUSIMH peakiuu—Iuddhy3un.

B xadecTBe HeKOTOpPOTrO 0000IIEHNS TOJOOHBIX MOJIeNel A OoJiee MHUPOKOTO Kilacca (PYHKIHN
BOCTIPOM3BOJICTBA H CJIOXKHOTO HENOKAJIHHOTO XapakTepa pPacCeNeHWsT MOXKHO IPHBECTH WHTETPO-
muddepeHnnanbHbIi moaxo ] B padotax A. B. Tysunkesuua u E. S1. @pucmana. B Hux nemoHcTpHpy-
eTcsl Hanmuuue 0oJiee CIIOKHBIX MO (JOPME CTAMOHAPHBIX M HECTAIMOHAPHBIX BOJH B TOMYJISIUOHHOM
muHamuke [Ty3uakesnd, 1989; Tuzinkevich, Frisman, 1990; ®pucman u np., 1996]. OnHako He3aBU-
CHMO OT HCIOJB3YEMBIX MOJIEJCH BCICACTBHE HEPABHOBECTHOCTH CHCTEMBI U TIEpEpacHpeIeICHIS
0c00eii, YCTaHOBUBIIASICS MO3aHMYHOCTh OYyJIET HEMOCTOSIHHOM Kak 1o (JopMe, TaK U MIOTHOCTSAM CKO-
TUIeHUH. B pe3ynbraTe 4ncio CKOIUIEHHH CIO0XHO 3aBHCHT OT HA4aJbHOTO paclpeaeseHust ocodel mo
apeayy ¥ HE TTOCTOSIHHO.

OTMeTUM, YTO TPEACTABICHUS O MPOCTPAHCTBEHHOM paclpeiciicHUH OMOJOTMYECKUX MOIMYJIsi-
I[UH, TIOJyYeHHbIE Ha OCHOBE HEMPEPHIBHOTO MOAXO0/a, KaK MPaBUJIO, OTIUYAIOTCS OT peajbHOH CH-
Tyanud, KoTopas (popMupyeTcss Ha OCHOBE OOJBIIOTO KOJINYECTBA «TOUEUHBIX)» JAHHBIX O MIIOTHOCTSIX
B ONpENEICHHBIX TOYKax apeana. TodeuHoe MpeCTaBICHIE MOXKET OBITh CBA3aHO C OTPAHUYCHHSIMHU
METOJIOB y4eTa YUCIICHHOCTH, KOT/Ia TOJICUYET YUCICHHOCTU OCYIIECTBISICTCS JIUIIh B OMPEICICHHBIX
TOYKAax MPOCTPAHCTBA U Jlajiee HHTEPIIONUPYETCS WK yCpemHseTcs s Bcero apeana. C qpyroit cro-
POHBI, TOYEUHBIC JAHHBIC O YUCICHHOCTSIX MOTYT IPSMO HJIM KOCBEHHO yKa3bIBaTh HA MATHUCTOE pac-
npejereHue ocobdeli mo apeany. B aToM ciydae ydeTy moABEpraroTCs CKOIUICHUs, MPECTABISIONIIC
co00if TpyIIel 0co0el CO CXOXKHMH XapaKTePUCTHKAMH, KOTOpPhIE MPOKUBAIOT HA AaHHOW YYETHOM
TEPPUTOPHH WM MHUTPHPYIOT depe3 Hee. [Ipu mocTaTouHoi yoaqeHHOCTH M H30JUPOBAHHOCTH APYT
OT Jpyra Takue CKOIUICHHS MOXHO NPUHUMATh 3a JIOKAJBbHBIC OYard CKOIUICHHH 0CO0CH — JIOKalib-
HBIC TTOMYJISINH WM CYOIONyJsaun, a ocoOel, HaXoAAImmMXcs BHe, — Kak 0co0eH, COBEepIIaroInX
CE30HHBIE MHTPANMOHHBIE TEepeMENIeHUs] MeXTy HUMHU. VIMEeHHO Ha 3TOM HOmylIeHHH Oa3upyeTcs
KaMEepHBII N0aX0/.

B arom cimyuae mns KOJIMYECTBEHHOTO ONMUCAHMS PACIPEACICHHON MOIYJIANNN Kaxayo cyOmo-
MyJISAIUI0 OMUCHIBAIOT OHON MEPEeMEHHOM (MM BEKTOPOM B CIydae HAMYHS CIO0XKHOH CTPYKTYpHI
JOKaIBHOU TomyJisiiuu). [Ipudem TakuM oOpa3oM, 9TO TWHAMHUKA ITOAOOHONW pacmpeneiIeHHO ITOIy-
JSIUK CKJIaJIbIBACTCS M3 TUHAMHUKH KaXKIOW JTOKAIBLHOW TOIMYJISIIUU, KOTOPas MOXKET Pa3BUBATHLCS 110
COOCTBEHHOMY 3aKOHY BOCIIPOHM3BOJICTBA, C YYETOM BO3MOXKHOTO MHUTPAIMOHHOTO MK WHOTO B3aUMO-
JEHCTBUSL.

Brnepeeie Takoit momxon Obul ucmonb3oBaH k. b. Xonnenom u C. PaliToM W H3BEeCTeH Kak
«OctpoBHas Mozens Paiita» [Haldane, 1930; Wright, 1940, 1969], xotopas mosyunia najdbHEUIIee
passutHe B pabdorax B. A. Pataepa u Y. JIu [Patuep, 1977; JIn, 1978]. DTa Momens OMMCHIBAET BO3-
MOKHYIO CTPYKTYPHYIO HEOIHOPOIHOCTh MEXKIY ABYMS WM 00jiee MaHMUKTHYHBIMU B3aMMOJICHCT-
BYIOIIMMU TOIMYJIAIUSMHI, MEXKITY KOTOPBIMU IMPOUCXOISAT MUTPAIIMOHHBIC TIEPEMEIICHUS MOCIIE eCTe-
CTBEHHOTO 0TOOpa. Bocmipon3BoACTBO M MUTPAITHS TIPU 3TOM CUYUTAIOTCS HEMPEPBIBHBIMHE ITPOLIECCAMH
1 MOJIETUPYIOTCS OJHOMEPHBIMH TG hepeHITHATEHBIMA YPAaBHEHUSIMH OTPAaHUYEHHOTO pocTa. B pe-
3yJbTaTe B MOMYJISAIUU 00pa3yeTcsl HEKOTOPOE CTAIMOHAPHOE pacipe/ielieHUe, KOTOPOe, KaK OKa3bIBa-
€TCsl, He CBS3aHO C KAYeCTBEHHBIM OTIMYHEM 0CcO0el MOy MeKIy COOOM.

HHTEepecHBIM IMOIX00M TAKKE ABJISIOTCS OHO-, ABYX- U TPEXMEpHBIE “‘stepping-stone” Momen,
B KOTOPBIX TOYCYHBIC JIOKAJIbHBIC TOMYJISAIUN CBSI3aHbI MEKIY COOOW OOJIBIITUM YUCIOM MHUTPAIIHOH-
HBIX TMOTOKOB Ha Oonbinue paccrosHus [Kimura, Weiss, 1964; Kimura, 1964; Maruyama, 1970].
B pesynbraTe pacnpezneneHHas MOMYISAIUS MPEJCTAaBIsAET COOOW OMHO-, IBYX- WM TPEXMEPHYIO pe-
IIETKY, B y3JaX KOTOPOW pPAacCIOJIOKEHBI CYOIOMyJIAINU, MEXAY KOTOPBIMH MPOUCXOAUT MUTpAIHs
ocobeii. HekoTophIM MPOAOIKEHUEM THX HJIEH SBIISFOTCS MOJICIIA CBOOOHOTO UICaIbHOTO pacipe-
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JIJICHUs], TIOCTPOCHHBIE HA OCHOBE CBS3aHHBIX CHCTEM OOBIKHOBEHHBIX Nu(depeHnnaIbHbIX ypaBHe-
auit [Cressman, Ktivan, 2006; Kiivan, Cressman, 2008]. CymMMapHast 9UCIICHHOCTh BCEH TaKO# IOIy-
JISIUM CUUTACTCS MOCTOSIHHOM, OTCYTCTBYET CMEPTHOCTh M POXKICHHE, a YHCIO SMUIPAHTOB HPSIMO
3aBHCHT OT pa3Mepa CyOIMOMmyIsiuy U JUIMHBI TPAHUI] CO BCEMU COCEIHUMH cyOmonyisiusmu. B pe-
3yJbTaTe OBUIO IMTOKa3aHO, YTO MPOUCXOAUT TepepacipeienieHne ocobelt, u hopMupyeTcss HeKoTopas
MO3an4Has CTPYKTypa.

[lepeuncnenHbie MOICH B IEPBYIO OYEPElh MO3BOJISIOT UCCIIC0BATh BO3MOXXHOCTh YCTOMYHBO-
r0 COXpaHEHUs! CTPYKTYPHOH HEOAHOPOAHOCTH TOMYJISIHMHA W TPOBECTH OIEHKY CKOPOCTH PAacIpo-
CTpaHCHHS BHIA MO apeanry. HeomHOPOIHOCTH B TaKWX MOJEISIX BO3HHKAIOT MPH PA3TMYHBIX 3HAYC-
HUSX MapaMeTPOB POCTa Y KaXKJIOW JOKAJbLHOW MOIMYJIALNH, YTO, IO CYTH, OTPaKaeT BIUSHUC BHEII-
HUX (aKTOpOB (HampuMep, HEOAHOPOAHOCTh paclpe/eicHUS KOPMOBOW 0a3bl) Ha (OPMHUpPOBAHUE
HEOJHOPOIHOTO pacipeaenieHus. Kpome Toro, Mo3anvHoe pacrpeesiecHne oco0elt o apeairy BO3HU-
KaeT IMPH CJIOKHOM XapaKkTepe AMHAMUKH JIOKAJIBHBIX MOMYJISIIMA MM CE30HHOM XapaKTepe MHUIpa-
I[UHU, KOTJa PACCEICHUE BO3MOXKHO 4epe3 OIMpPE/CICHHBIC MPOMEXYTKH BPEMEHHU IPH HEIPEPHIBHOM
BOCIIPOM3BOJICTBE. JTO OBUIO MPOIAEMOHCTPUPOBAaHO, B YacTHOCTH, B paborax E. Sl. ®pucmana
[®pucman, 1978, 1979; Frisman, 1980]. brina moka3ana BO3MOKHOCTh TaKHUX PEKHMOB B OJTHOBHIO-
BO# CHCTEME MHUTPALMOHHO CBS3aHHBIX TOUYCUHBIX MOIMYJIANNNA Ha OCHOBE MOAU(PHUIIMPOBAHHON MOIe-
i ba3bIkuHA CO CIOXKHBIM XapaKTepOM MUTPAIVH, KOTOPHIN 3aKII0YaeTCsl B MEPUOJIUIESCKUX CE30H-
HBIX TepeMeNIeHusIX ocooeil. Momens ba3piknHa OTHOCHTCS K KJIACCy OJHOMEPHBIX OOBIKHOBCHHBIX
mudGepeHIInaNbHbIX YPAaBHEHUH, OMUCHIBAOIINX AMHAMUKY IOMYJISIMI0, B KOTOPOH CIIOCOOHOCTH
K Pa3MHOXEHHMIO CYIIECTBEHHO 3aBHUCHUT OT IUIOTHOCTH mnomyisiuu [baseikun, 1985, 2003]. Ilpu
YUCIIEHHOCTH HUKE HEKOTOPOTO KPUTHYECKOTO 3HAUCHHSI MOIMYJIANUS BBIMUPAET, a IPU YUCIEHHOCTH
BBIIIIC HETO MOIYJISIIIUS PACTET JO CBOETO CTAIIMOHAPHOTO COCTOSHUSA. Takoe TOBEIeHNE HETUIOXO CO-
IJ1acyercs ¢ u3BecTHbIM npuHIUNoM ['. @. ['ay3e o koHKypeHTHOM BbITecHeHUU [["ay3ze, 1935, 2002].
B pesynprare ecnu nokampHas MOIMYJISALNS PA3BUBAETCS COTJIACHO 3TOM MOJENH, TO [IEMoYKa XapaKTe-
pHU3yeTCcsl MHOYKECTBEHHBIMU PAaBHOBECHBIMH COCTOSHHUSAMH, YHCIIO KOTOPBIX PacTeT C yBEIHMUCHHUEM
3JICMEHTOB B Iienouke. B pesynbraTe MpocTpaHCTBEHHOE PaCHpE/IC/ICHUE MOXKET ObITh Pean30BaHO
HECKOJILKHMH CIIOCO0aMH B 3aBUCUMOCTH OT HAYaJIbHOTO pacIpe/esieHus: ocoOeil 1Mo apeany, 4To sB-
JIIETCS TIPSIMBIM CJICICTBHEM CIIOKHOTO XapaKTepa BOCIPOM3BOJICTBA U HUKAK HE CBSI3aHO C HEOIHO-
POIHOCTBIO apeaa Uil YCIOBUSIMU CPEIIBI.

CucTeMbl WM PEUISTKH CUCTEM CBSI3aHHBIX TMOIYJIALIUN B TOIMYJISIIUOHHON 3KOJOTUU MPHUHATO
Ha3bIBaTh METAMOMYJIAIMSAMH (T. €. TOMyIAIUIMHI, COCTOSIMUMU U3 nomyssinuid) [Levins, 1969; Ipu-
Mmak, 2002; Ecology..., 2004; Kritzer, Sale, 2006]. KifoueBoe B TaHHOM TepMHUHE — ATO HaJHMYHE Ha
HEKOTOPOM apeaje JOCTATOYHO H30JUPOBAHHBIX MECTOOOUTAHUN C MPOKUBAIONIMMH B HUX JIOKAJb-
HBIMHU TIOMYJISAIUSMH, 0COOM KOTOPBIX COBEPIIAIOT MTOCTOSIHHBIE WM CE30HHBIE MUTPAIlMOHHBIE TIepe-
MEIEHUS U3 OJTHOTO MECTOOOUTaHUS B Apyroe. YHcIo JTOKATBHBIX MOITYJISIITHN MOXKET OBITh ITOCTOSTH-
HBIM WJIM TICPEMEHHBIM, KOTJa CyONOMyJSIIMA Pa3HOrO pa3Mepa B XOJIE Pa3BUTHUS METAIOMYJISIUH
CMEHSIOT APYT ApyTra. TpaguinoOHHO MOICITHUPOBAHUE TUHAMHUKY METAIOMYJISIIIUA B COBPEMEHHOM 110~
MyJISIIAOHHON OMOJIOTUH HMIET ¢ MPUBJICYCHUEM KaMEPHOTO IMOAX0Aa Ha OCHOBE KaK HENPEPHIBHBIX,
TaKk U JUCKpeTHBIX Mouenei [Allen, 1975; Legendre, Fortin, 1989; Opdam, 1991; Gyllenberg, Hanski,
1992; Gyllenberg et al., 1993; Hanski, Gyllenberg, 1993; Udwadia, Raju, 1997; Wysham, Hastings,
2008; Gyllenberg et al., 2009; Manica, Silva, 2014, 2015].

B ciydae ecnu mMeramomyIismnms IpecTaBiIeHa MTOCTOSHHBIM YHCIIOM B3aUMOICHCTBYIONINX JIO-
KaJIbHBIX TIOMYJISIUNA MU CyOIOMyJISIIIANA, UCTIOJB3YIOT CUCTEMbI CBSI3aHHBIX OOBIKHOBEHHBIX nU(de-
peHnmanbHBIX ypaBHeHui [Jloroder, 1978; @pucman, 1978; Frisman, 1980; Cressman, Kiivan, 2006;
Kitivan, Cressman, 2008] wim cucTeMsl CBsA3aHHBIX oToOpakeHmid [Allen, 1975; Gyllenberg, Soder-
backa, Ericson, 1993; Udwadia, Raju, 1997; Wysham, Hastings, 2008]. B mocnennem ciydae ajis
OMKCaHUs JUHAMUKH YMCICHHOCTUA OAMHOYHOM CyOIOITyJISIUU UCTIOIB3YIOT OJTHO YPaBHEHHUE C ILJIOT-
HOCTHO-3aBHCHMBIM PETYJIHPOBAHHEM POCTa YHCISHHOCTH, HANPHUMEDP OJHOMEPHOE IJIOTUCTHUYECKOE
otoOpakeHre. CBsI3b MEXTY CyOIOMyIAIUSIME, HOCAIIAS XapaKTep CE30HHBIX MUTPAIUi, OICHIBACT-
Csl COOTBETCTBYIOIIECH aJIMTUBHON MM MYJIbTHUILTUKATUBHOW T0OABKOW K MOMEHTAJIBHBIM YHCICHHO-
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CTAM Kaxo# cyonomymnsiun. [1ogo0HOTO THITA MOETTH — CHCTEMBI CBSI3aHHBIX OTOOPaKEHH, OTHO-
CATCS K KIIACCHYICCKUM OOBEKTaM HCCICIOBAHMS HEIMHEWHON TWHAMWKH, KOTOPBIC TEMOHCTPUPYIOT
CJIOKHBIC TMHAMUYECKHE PEKUMBI (TIPeIeIbHbIC CTPYKTYPhI TUIIA HHBAPUAHTHBIX KPUBBIX WU CTPaH-
HBIX aTTPAKTOPOB, PSIKUMOB Xaoca win runepxaoca) [Kaneko, 1984, 1986, 1990; Oppo, Kapral, 1984;
Kyszuenos C. I1., 1985, 1989; Waller, Kapral, 1986; Kysnenos A. I1., Ky3rernos C. I1., 1991]. Kpome
TOTO, B TAKMX CHCTEMaX BO3HHKAET MpodiieMa Ti100aabHON YCTOMYUBOCTH, CHHXPOHU3AINH, MYJIBTH-
CTaOMJIBPHOCTH JIMHAMUYECKHUX PEKUMOB U Kiactepusanuu [Kaneko, 1990; AcraxoB u ap., 1997; bes-
pyuko u 1p., 2002; Kuramoto, Battogtokh, 2002; Abrams, Strogatz, 2003; AcraxoB u ap., 2006]. Jlan-
HBIC SBJICHUS BBIPAKAIOTCS B TOM, YTO MPH OJHHUX M TEX K€ 3HAUCHIX TOIYJISIITHOHHBIX TTapaMeTPOB
BO3MOKHO BO3HUKHOBCHHME MPUHIUIIMAILHO PAa3HBIX AJbTEPHATUBHBIX, B OOIIEM-TO HECHHXPOHHBIX
JIMHAMHYECKUX PEKUMOB CBSI3aHHBIX CYOMOIYJIALUH, KOTOPhIE PEATU3YIOTCS B 3aBUCHMOCTH OT Ha-
YaIbHBIX YHCIEHHOCTEH KaXKIOH JOKAIbHON momysaiuu. CyIecTBOBaHHE TaKUX PEKAMOB MOXKHO
OOBSICHUTh HE TOJBKO HEOJIHOPOJHBIMH YCIOBUSMH CPEJbI, KOI/Ia yAaJICHHbBIC CYOIMONMYISIIUA MOTYT
OTJIMYATKLCS MMapaMeTpamMu BOCIPOU3BOJICTBA U, CJIEJOBATEIBHO, IEMOHCTPUPOBATh KAYECTBEHHO pas-
HBbIE PEXXHUMBI, HO ¥ BHYTPEeHHUM cBoicTBOM cucteMbl [Lllenenes, Baguacosa, 2017; Shepelev et al.,
2018; Jaros et al., 2018]. Tak, Bo3MOXHasE OMCTAOMILHOCTH MIIH MYJbTHCTAOMIIBHOCTh TOYCHHOH TI0-
MyJIAIUN TPUBOJMUT K TOMY, YTO Jlaxke aOCOJIFOTHO UACHTUYHBIC CyOnomysnuu (HeJIMHEHHbIC OCIIHII-
JSTOPBl) CHHXPOHU3UPYIOTCS MEXKAY cCOO0O0i HE BO BCeX ciiydasx. B pe3ynmbrare xapakrep TUHAMHKH
KKIIO0W CYOITOMYJIAIINNA MOXKET CYIECTBEHHO OTINYATHCS APYT OT Apyra, JaKe MPU PaBHBIX 3HAYCHU-
SIX TIOTMYJIALIMOHHBIX MapaMeTPOB U HEHYJICBOW CBsI3U. B 4aCTHOCTH, OHM MOTYT UMETh pa3jIMyYHbIC I1e-
pHOIBI WK aMITUTYAbl KoneOanuii. Hanpumep, B [KymnakoB u ap., 2014] nokazaHa BO3MOXXHOCTh Ta-
KHX PEXHMOB Ha MPHUMEPE CHCTEMBI IBYX MUTPAIMOHHO CBS3aHHBIX JIBYXBO3PACTHBIX MOITYIIAINH.
B ciayuae 00NBIIOro YKCIa TOYCYHBIX JABYXBO3PACTHBIX HOMYJIAIUN U CiTydas OJJHOMEPHOIO WM JIBY-
MEPHOTO apeayia 3TO MPUBOJUT K TOMY, YTO (POPMHUPYIOTCS HECKOJBKO TPYIIT CHHXPOHHBIX TOITYJIs-
Ui (KJIacTepoB) pa3HOTO pa3Mepa, KOTOPhIe AEMOHCTPUPYIOT MPUHIUIIHAIBLHO Pa3HbIe PEKUMBI JTH-
Hamuku [Kymakos, @pucman, 2018; Kymakos, 2018]. B aTom cirydae 0co00 HHTEpECHBI PEKUMBI, Ha-
MMOMMHAIOIIME BCIBIIIKA MAaCCOBOTO Pa3MHOXXEHUS, KOrja Ha (oHe CTAaOMIbHOW IUHAMHMKHU WIIH
KoJIeOaHMid C HEOONBIIUM pa3MaxoM Cpeau OOJBIIOTO YHCIa CyOIIOMyJISIUIA BBIAEISETCS HEOOIbIoe
YHUCIIO B OOIEM-TO KOTEPEHTHBIX MEXKTy COO0H TOUCUHBIX MOMYJIIAIINN, JEMOHCTPUPYIOMHUX (HIyKTya-
IIUU C OONBIINM Pa3MaxOM.

[lepeuncnennbie GeHOMEHBI JMHAMUKHA CUCTEM CBS3aHHBIX HEJIMHECHHBIX OCHUJLIATOPOB BCE da-
16 HAXOJAAT MPUMEHEHHE Uil OOBSICHEHUS TUHAMUYECKOTO TOBEJCHHS PEealbHBIX MOMyJIsauid. B da-
CTHOCTH, SIBJICHUSI CHHXPOHH3AITUN U JCCUHXPOHM3AIINH MEXIY OTACIEHBIMU TIEPEMEHHBIMUA CHCTEMBI
CBSI3aHHBIX OTOOPaKEHHUI IMO3BOJISIOT OOBSICHUTh MEXaHWU3MbI 00pa30BaHUs TPYIIT MOMYJSAIUN pa3-
HBIX Pa3MEpOB, JIEMOHCTPHPYIOIIUX CHHXPOHHYIO NWHAMHKY (KiacTepoB). [laHHOe sBIeHHE TeCHO
CBSI3aHO C XOPOIIIO W3BECTHBIM (PEHOMEHOM IMPOCTPAHCTBEHHON CHHXPOHHW3AIMH ¥ KOTEPEHTHOCTH
[May, Lloyd, 1999; Earn et al., 2000], korma HanpsMy0 HECBA3aHHBIC MMOMYJISIMH )KUBOTHBIX JIEMOH-
CTPUPYIOT CUHXPOHHYIO (C OOIIMM MeproJoM U (a3oii) AMHAMUKY WK KOJeOaHUsl CMEIICHBI OTHOCH-
TETHHO APYT JAPYyTa Ha TMOCTOSHHOE YHCIIO MTEPHOIOB HAOIIOACHS, OKA3hIBasICh KOTePEHTHRIMH (C 00-
el mepuosoM, HO pasHbIMU (azamu) [Swanson, 1998; Wilmshurst et al., 2006; Hesepora u ap.,
2015]. Takoe cia0XHOE MOBEJCHNUE MOXKET OOBACHATHCS «OOIIMM» BHEITHUM (PaKTOPOM, KOTJa OAWH
BUJI, POKUBAIOIINI HAa PAa3HBIX U HECBS3aHHBIX MEXy COOOH TEPPUTOPHAX, UMEET OoJiee MM MeHee
CHHXPOHHYIO TuHaMHUKy. Hampotus, reorpadudecku Mano pa3oOIICHHBIE MOMYJISIIAA YacTO ACMOH-
CTPUPYIOT KoyebaHus ¢ 3ama3nsiBanueM [Bierman et al., 2006; Krebs, 2013]. B pamkax xamepHOro
MOJIX0J[a 3T SABJICHHSA JIETKO OTHMCHIBAIOTCS MUTpaueld 0co0eid, Kor/ia MUK YHCICHHOCTH B OJJHOM Me-
CTOOOMTAaHWHM C HEKOTOPHIM 3aIla3bIBAHAEM BBI3BIBACT aHAIOTHYHBIN MUK B APYTOM, a BEIMYMHA 3a-
Na3JbIBaHUs MPSAMO 3aBUCUT OT KOJIMYECTBA CYOTOMYJIAIUM, pa3IeNsiomuX UX, T. €. yAaJICHHOCTH
3TUX TEPPUTOPUH NPyT OT Apyra. B cBorO ouepenb, H3MEHEHHUS YMCICHHOCTH B TIpeeiaX JIOKaIbHON
MOIYJISIIIAA MOTYT OBITH BHI3BaHBl BHYTPEHHUMHU NPUYMHAMH, HAlPUMEP IJIOTHOCTHO-3aBHCHMBIM
peryMpOBaHUEM, KOHKYPEHIIUCH, CII0KHON CTPYKTYpPOH, WIN K€ MHTPOLYIIUPOBAHBI MMMUTPAHTAMU
C COMPEJICIIBHBIX TEPPUTOPUH.
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MOI[eJII/IpOBaHI/Ie AUHAMHUKHA B3aHMOHeﬁCTBy10H[HX IIOHy.]IﬂlII/Iﬁ
IO MPUHIHAINY «XHIITHUK—KECPTBA»

Kraccuueckoit 0CHOBOM MOACITUPOBAHUS AMHAMUKHA B3aUMOJICHCTBYIONIUX MTOMYJISIMHA SBISCTCS
Mozenb JloTku—Bonbrepphl, KOTOpas MOKa3bIBaeT, YTO B3AaUMOJCHCTBHS MEXAY XHUITHUKOM H KEpT-
BOI1 CIIOCOOHBI MPUBOIUTH K MIEPHOAMUECKUM KOJICOAHHUSIM YMCIEHHOCTH, IpUYeM KoJeOaHUs XUIIHHU-
Ka OTCTAIOT 1o ¢hase oT Koyebanuii xepTB [Volterra, 1931; Bonbreppa, 1976]. Takol Tvn JUHAMUKH
B I[EJIOM HEIIOXO ONKCHIBACT PEAIbHYI0 CHUTYAIlHI0, KOT/Ia POCT XHWIIHWKA HEBO3MOXKEH 0e3 pocTa
JKEPTB, HO POCT YHCJa XUIIHUKOB CO BPEMEHEM NPHBOIUT K COKPAIIEHWIO TUIOTHOCTH XKepTB. B pe-
3yJbTaTe HAOJFOIAI0TCS HECUHXPOHHBIC KOIeOaHus MX YHCACHHOCTeH. OHAKO TaKue NePUOTUICCKHIE
pelICHUs B 3TOW MOJEITU HE TOJBKO aCUMITOTUYECKH, HO U CTPYKTYPHO HEYCTONYMUBEI, T. €. MaJbIC
BapHaliy Ha4aJbHOW YHCICHHOCTH MPUBOAT K MHOMY aTTPaKTOPY, a cama MOJETb SBISIETCS «HETpy-
0oi», T. ¢. HE3HAUUTEIIbHBIC U3MCHEHUS B NPABON YacTH CHUCTEMbl YPaBHEHUH NPUBOAAT K M3MEHE-
HUIO THITa 0COOOH TOYKH H, CJICJIOBATEIBHO, BHJIA ()a30BOM TPACKTOPHUH.

CymectByer orpoMHOe 4ncio Moaupukanuii Mmoxenn JIoTku—BonbTepphl, TUIIEHHBIX OMHUCaH-
HBIX BBIIIE HEAOCTATKOB. Hampumep, Moens B3anMOAEHCTBUS BHIOB THIIA «XUIIHUK—KepTBa» Koi-
MoropoBa [Konmmoropos u ap., 1937; Konmoropos, 1972], monens, npeanoxkennas A. Po3eHIBerom
u P. X. Mak-Aptypom [Rosenzweig, MacArthur, 1963]. B oreuecTBeHHOI TuTepaType OUeHb U3BECT-
Ha MOIUGUKAIUSA CHUCTEMBbl THIIA «XWUIIHUK—KEpPTBay, MpuHamiexamas A. J[. ba3pikuHy, KoTOpas
YUHUTBHIBAET OIPAaHUYEHHOCTH cyOcTpara B popmMe MaHo, T. €. HACBIIIICHUE POCTa XUIIHUKA, ¥ OTPaHU-
YEeHHBIH XapakTep pPOCTa YHCICHHOCTH (M0 aHaysoruu ¢ Mognensio Depxionbera) [baseikuu, 1985].
O6o0maromnias knaccudeckyro Mojenb Jlotku—Bonbrepprl, mogens A. Jl. basbikuHa geMoHCTpUpYET
Kyaa Ooiiee CIIO)XKHOE MOBEJEHNE — HAMYHE JIBYX YCTOWYHBBIX CTAIMOHAPHBIX COCTOSTHHUH, MEXIY
KOTOPBIMU TPOUCXOMAST MEPEKIIOUYCHUS B 3aBUCUMOCTH OT HAYAIBHBIX YUCIECHHOCTEH MOIyJISINH,
3aTyXawIime KoilebaHus yuciieHHocTel u ap. Kpome Toro, mpu HEKOTOPBIX 3HAYCHHSAX HMapaMeTpOB
CHCTEMa CTAaHOBUTCS aBTOKOJIE0ATENHHOM, a B (pa30BOM MpocTpaHCcTBE (HOPMHUPYETCS aCHMITOTHIECKH
YCTOWYMBBIN MPEACTbHBIN UK, BUI KOTOPOTO HE 3aBUCUT OT HaYaJIbHBIX YNCICHHOCTEH.

[epBBIM pa3HOCTHBIM aHAIOroM Mojienu JIOTku—BoabTeppsl, IO BCE BUAMMOCTH, SIBISETCS MO-
nenb Hukomncona—beiinmn, koTopasi OMmMChIBAacT B3aMMOICHCTBHS THIA «Mapa3suT—Xxo3su» [Nicholson,
1933; Nicholson, Bailey, 1935]. TpaauinoHHO Ipy MaTeMaTHYECKOM MOJICTUPOBAHUHN COOOIIECTB «XO-
3SIMH—TIAPA3UT», KOTOPOE OBUIO MHUIIMMPOBAHO B OCHOBHOM 3HTOMojoramu [Nicholson, 1933; Varley,
1947], npeanonaraercs, 4YTO B3aUMOACHCTBYIOIINE MOMYJSILUY UMEIOT YETKO BBIPAa)KCHHBIE HETEpece-
KaloIIMecss MeXIy coOOW CTafuy Pa3BUTHS, T. €. TIOKOJIEHHS OKa3bIBAIOTCS JUICKPETHBHIMU. JTO BEChMa
otimyaercs ot monenu Jlotku—Bomabteppsl [Volterra, 1976], B KoTOpoi#t mpemnoiaraeTcs, 4To moKoJie-
HUS B3aUMOJICHCTBYIONMX TMOMYJISIUA TIOJHOCTHIO TEPEKPBIBAIOTCS W MPOIECCHl  POXKITAEMOCTH
¥ CMEPTHOCTH HETMPephIBHBI. J{MCKpeTHBIE TIOKOJIEHHSI HEN30€KHO BBOIAT BPEMEHHOE OTCTaBaHUE MEXK-
JIy TIOTPEOJICHUEM KEPTBBI U BOCIPOM3BOACTBOM XHUIIHUKA. VIMCHHO HaJM4Me 3THX BPEMEHHBIX OTCTa-
BaHMIA (KOTOPBIC TIO3BOJIIOT YYECTh HEHYJICBYIO CKOPOCTh TPaHC(HOPMALIMU OMOMACCHI MOTPEOICHHBIX
JKEPTB B XUIIHHUKOB), TI0 BCEH BHUAMMOCTH, MPEACTABISET CO00H (yHIaMEHTAIbHOE Pa3iIuue MEKIY
JMICKPETHBIMA ¥ HETIPEePHIBHBIMU 10 BPEMEHH MOJCIISIMH THIIA «XHIMHUK—KepTBa» [Hassell, 2000;
Nedorezov, 2012]. B nuckpeTHO! 10 BpeMeHH MOJICNH, KaK B HEMPEPHIBHOM aHAJIOTE, MOTYT BO3HUKATh
KOJIeOaHUS C BO3PACTAMOIIEH aMILTUTYIOW, KOTOPhIE HATIOMHHAIOT BCIIBIIIKH. UMCIEHHOCTH Tapa3nuTa
Y XO3sIMHA TIPH 3TOM (IYKTYHPYIOT BOKPYT CBOMX CTAIlMOHAPHBIX 3HAYEHHH, IIPH 3TOM KOJIeOaHHUs Ia-
pasura oTcTaroT 1o (aze oT KojaeOaHui YHCICHHOCTH X035MHA Ha YeTBEPTh nepuoaa. HecMoTps Ha siB-
HBIC OTPAHUYCHUS BOZHHUKAIOIIUX B MOJICITH PEKUMOB (KOJIcOaHUsI C BO3PACTAOIICH aMILIUTY ION), MO-
nenb Hukoncona—beiinu Haluia MHOXKECTBO IPUMEHEHHI, B TOM YUCIIE AJISL OMMCAHUS ISITHUCTOrO MPOo-
CTpaHCTBEHHOT'0 pacipeaencHus iankToHa [Allen, 1975; Hassell et al., 1991; Comins et al., 1992].

Cpeny COBpEMEHHBIX WCCIECIOBAHUI TMPOCTPAHCTBEHHO-BPEMEHHON JWHAMUKHU TIOIMYJISLIUH,
B3aMMO/ICHCTBYIOIINX 0 MPUHIUITY «XUITHUK—KEPTBa» W ONHCHIBAEMBIX YPAaBHEHHUSAMH C JTUCKpPET-
HBIM BPEMEHEM, CJIeIyeT OTMETHTH Psj BechMa HMHTEpeCHBIX padoT [Agiza et al., 2009; Hu et al.,
2011; Mistro et al., 2012; He, Li, 2014; bamkupuesa u ap., 2016; Khan, 2016; Huang, Zhang, 2016;
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Huang et al., 2017, u np.]. B yacTHOCTH, OBLIH HCCIIEOBAHBI (PIYKTYallMd TUCKPETHOM IO BpEeMEHHU
CHUCTEMBI «XUIIHUK—KEPTBa» («Mapa3uT—X03iWH») MPHU MOMOIIH METOAOB TEOPHUH ITWHAMHYECKOTO
xaoca [Kon, 2006; Kang et al., 2008; Kang, Armbruster, 2011; Mistro et al., 2012]. [Toxoxwue padoTsl,
HANPaBJICHHBIC HA M3YYCHHE BO3HUKAIOIIUX TUHAMUYSCKUX PEKUMOB, TIPOBOJIATCS U HA OCHOBE aIla-
para muddepeHIManbHBIX ypaBHEHUH, HanpuMmep [AbakymoB, Kazakosa, 2002; Hilker et al., 2006;
AbakymoB u np., 2015; Sambath et al., 2016, u ap.]. Kak npaBwmiio, B 3THX HCCIETOBaHUIX paccMar-
PUBAIOTCS TUHAMHUKA Ka)I0H COCTaBJISIONICH COOOIIEeCTBA U €€ U3MCHEHHUS B Pe3yJIbTaTe B3aMOJICH-
CTBUS MEXIY TOITYIISAIUSMU.

OdeBHIHO, YTO K HACTOSIIEMY BPEMEHH BEChbMa MOAPOOHO M3y4YeHa NWHAMHUKA JBYBHIOBOTO CO-
o0I1ecTBa «XUIIHUK—KEpPTBay («mapasuT—xo3sun») [baszpikun, 1985]. HecMoTpsa Ha TO 4TO mpoCThIe
CUCTEMBI XOPOIIIO COOTBETCTBYIOT HEKOTOPBIM €CTECTBEHHBIM IpPHUMEpaM, KOTJa OJWH BUJ KCPTBBI
(xo3siMHA) aTakyeTcs B OCHOBHOM OJHHM BHJIOM XHIIIHHWKA (WUIM TApa3sUTOMIHBIM BHIIOM), MHOTHE
MIPUPOJIHBIC CUCTEMBI BKIIIOUAIOT CJIOKHBIC CETH B3auMojeicTByrommx BuaoB [Hassell, 2000]. lupo-
KOE pPacIpOCTpaHCHHUE TMOJIYYHIH HCCICIOBAHMsI, MMOCBSIICHHBIC HEMOCPEICTBEHHOMY MPUMEHCHHIO
MoOJIeJield pa3HOTO YPOBHS CIOKHOCTH U AETaIH3alMH K ONMHCAHUIO M aHAN3Y JUHAMUKHA TPUPOIHBIX
coo0mecTB «xXUNTHUK—KepTBa» [Hebblewhite, 2000; A6akymos, 2001; Elmhagen et al., 2011; Keim
etal., 2011; Luiselli et al., 2014]. Hepeaxo BcTpeuaroTcsi MCCACIOBAHUS, MOCBSIICHHBIC H3YYCHHIO
MUHAMHKH COOOIIECTB THIA «XHITHUK—KEPTBa» («Iapa3sUT—XO3iHH»), KOT/a JKEePTBa WM XHIHUK
mpeacTaBiieHbl Heckonbkumu Bumamu [Hogarth, Diamond, 1984; Kakehashi et al., 1984; Hassell,
2000; Liao et al., 2007; Liu, Bai, 2016; He et al., 2016; Liu, Fan, 2017; Mbava et al., 2017] wn xe
KOTJIa OJTHA U3 COCTaBISIONIMX COOOIIECTBa MOJBepraeTcs u3bAThio [Srinivasu et al., 2001; Walters
etal., 2016; Liu et al., 2018]. B GoapIIMHCTBE UCCICIOBAHUNA THHAMHKA MHOTOBHIOBBIX CHCTEM OITH-
CHIBACTCS Pa3NIMYHBIMH MoaudukamusMu mojaenei Jlorku—Bonereppsl n Hukoncona—beitnmm, mpen-
JIOKEHHBIX JUIS JBYBHJIOBBIX COOOIIECTB, IyTeM JTOOABICHHS JOMOJIIHUTEILHBIX BUIOB.

Bonpmioii mutact uccnenoBaHuid CBS3aH ¢ MPUMEHEHHEM M Pa3BUTHEM areHTHO-OPUEHTHPOBAH-
HOTO TOIXOJa W KJIETOYHBIX aBTOMaroB. Hampmmep, B pabore [McLane et al., 2011] oGcyxnaeTcs
POJib, KOTOPYIO UTPAET areHTHO-OPUEHTHUPOBAHHBIN MTOAX0/] B 33/]Ja4aX MHOTOBHIOBBIX B3aUMOJICHCT-
Bui. Taxke MaHHBIA TOAXOM HWCIIONB3YETCS IS WCCIENOBAHUS TOBEICHHUS CHCTEMBI «XHIIHUK—
JKepTBa» B KOHTeKcTe 3Bomonmn [Gras et al., 2009]. Crnegyer oTMETHTh, YTO MPUMEHEHNE areHTHO-
OPUEHTHPOBAHHOTO MO1X0a (KJIETOYHBIX aBTOMATOB) K U3yUEHUIO ITPOCTPAHCTBEHHO-BPEMEHHOM /U~
HAMHKHU COOOIIECTBA «XUIMHUK—KEPTBA» MO3BOJISET MOJydYaTh HHTEPECHBIC U KPACOYHBIC PE3YJIbTaThI
[Ermentrout, Edelstein-Keshet, 1993; Musiani et al., 2010; McLane et al., 2011; DeAngelis, 2018].
B wacTHOCTH, KapTBhl MPOCTPAHCTBEHHOTO paclpeaeNeHns 0co0ell CooOIecTBa «XHITHUK—KEPTBAY,
noJy4eHHble, HanpuMmep, B pabotax [McCauley et al., 1993; De Carvalho, Tomé, 2006], numeroT Bech-
Ma CIIOXKHYIO CTPYKTYpY, KOTOpasi OOBSCHSETCS pa3HHUIIEH B CKOPOCTSAX PacCHpOCTPAHEHHS XHUIITHHKA
M JKePTBBI 110 apeaiy, BBI3BAaHHOH, B CBOIO OuYepens, (yHIaMEHTATFHBIMU Pa3IHYdsSIMU B OMOJIOTHH
BHJIOB, OIPEACISIOIMMHA CKOPOCTh POCTa NOMyJsuuil. B 1enom ke yCTOWYMBOCTh POCTPAHCTBEHHO
CTPYKTYPUPOBAHHON CHCTEMbI «XUITHUK—KEPTBay» 3aBUCHUT KaK OT CTPATETUU MPECIICIOBAHUS HKEPTBBI
XUIIHAKOM, TaK M OT MapaMeTpOB, XapaKTePU3YIOMINX IepeMeleHre 0co0el o apeaty, TO ecTh OT-
HOCUTENIBHOM MOABMKHOCTH 0cobeli oooux BunoB [McCauley, Wilson, de Roos, 1993].

B pabotax, MOCBSIICHHBIX M3YYCHUIO AMHAMHUKH CUCTEMbI «XHIIIHUK—KEPTBa» C YUETOM BO3pac-
THOUW JIeTalnn3alluyl WU CTa Ui pa3BUTHS, UCTIOIB3YIOTCSI B OCHOBHOM MOJIETH C HENPEPHIBHBIM BpEMe-
HeM [Satio, Takeuchi, 2003; Gourley, Kuang, 2004; Abrams, Quince, 2005; Sun et al., 2009; Xu, 2011;
Chakraborty et al., 2011a, 2011b, 2012; Bhattacharyya, Pal, 2013, 2016; Ma et al., 2016; Khajanchi,
Banerjee, 2017; Subhas Khajanchi, 2017], mpu 3ToM cHCTEMBI ¢ TUCKPETHBIM BpeMEHEM TPUMEHSIOTCS
pexxe [Wikan, 2001, 2017; Tang, Chen, 2001]. B 9acTHOCTH, MO>KHO BBIZICIIUTH PAaOOTHI, B KOTOPHIX pac-
CMaTpUBaeTCs BIMSHUE BO3PACTHOW CTPYKTypbl mbo xuiHuka [Tang, Chen, 2001; Gourley, Kuang,
2004], mu6o >xepTBBI Ha pa3BuTHE coobmecTBa [Agarwal, Devi, 2010, 2011; Wikan, 2017].

B HemHormx paboTax mpeicTaBlieHBl Pe3yJbTaThl MCCIECNOBAHHUH BO3JEHCTBHS MPOMBICIOBOTO
U3BATUS HAa JUHAMUKY U Pa3BHTHE COOOIIECTBA B3aMMOACUCTBYIOIINX CTPYKTYPUPOBAHHBIX TOIYJIs-
1. JIumb B OTAETBHBIX pabOTaX paccMaTPUBAETCS BIMSHHE IMPOMBICIIA HAa COOOIIECTBO C YYETOM
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CTPYKTYpHI (Hampumep, BO3pacTa /WU Tojda) ero KoMmmoHeHToB [Spencer, Collie, 1995; Gui, Ge,
2005; Giordano, Lutscher, 2011; Tahvonen et al., 2014; Liu et al., 2014, Al-Omari, 2015].

CrnemyeT OTMETUTD, UTO B COOOIIECTBE «XUITHUK—KEPTBAY, KaK U B JJOKAJLHOU MOIYJISIIIUNA, MOXKET
BO3HHKATh 3 ekt ruapsl [Abrams, Quince, 2005; Abrams, 2009; Sieber, Hilker, 2012; Cortez, 2016].

BaxxHoe MecTo B paMKax HCCIEIOBaHHN COOOIIECTBA «XUITHUK—KEPTBa» 3aHUMAET TEOPHUS «OTI-
TAMAaJLHOTO KOPMJICHHS», KOTOpast TIOCBSIIICHA H3yUYCHUIO TIOBEICHUS XHUITHUKOB, B TOM YHCJIE C y4e-
TOM TPOCTPAHCTBEHHOTO pacnpenenieHus xeptBol [Charnov, 1976; Pyke, 1984; Iwasa et al., 1981;
Keim et al., 2011, u ap.], a Takke IPOCTPAHCTBEHHO-BPEMEHHOH JMHAMUKH COOOIIECTBA B 3aBUCHMO-
CTH OT CTpPaTeTHH OXOTHI, mpeAanounTacMort xumraukoM [Hrbacek, 1962; Werner, Gilliam, 1984; Sih
et al., 1985; Vilhuen, Hirvonen, 2003; Scherer, Smee, 2016].

WuTepecHble pe3ynbTaThl ObUIH MONYYCHBI B MOJCIAX TUMA «peakuus—auddysus» ¢ yueTom
MEXBHUJOBBIX B3auMmonaeucTBuid. Hampumep, mokaszaHa BO3MOXXHOCTb BO3HUKHOBEHHMS yCTONYMBBIX
JUCCHUITATUBHBIX CTPYKTYP B CUCTEME THIIA «XUITHUK—KepTBay» [Pazxkenaiikun, 1981]. Obpasyromuecs
B TaKOW CHUCTEME CTOSYME BOJHBI CIY)KaT aHAJIOTOM MO3aWYHBIX CTPYKTYpP B PEajbHBIX MOIYJISIUSX.
UcnonszoBanue B Monenu «peakuusi—auddysus» Momudukauu cucteMbl BombTeppsl, TpeioxkeH-
Ho#t A. /I. baseikuabiM [baseikuH, 1985, 2003], mo3BOMMIO OMHUCATh OMHOPOAHBIN IO TIPOCTPAHCTBY,
HO aBTOKOJICOATENIbHBIM 0 BPEMEHU PEXKHUM, COOTBETCTBYIOIIUN MPEACIbHOMY IUKIY JIOKAJIBHOM
MOMYJISIAY, OO Ja)xe YCTOWYMBOE BO BPEMEHH W TIEPHUOJUYECKOE IO MPOCTPAHCTBY peEIICHUE,
T. €. IUCCUTIATUBHBIE CTPYKTYpHl [baseikuna, Mapkman, 1980; bemorenos, Capanga, 1984]. OOHapy-
JKeHo, uTo (popma apearna ¥ HaYaIbHBIC YCIOBUS B ATOM CIIydae OKA3hIBAIOT CYIICCTBEHHOE BIUSHUC
Ha XapakTep GOopMHUPYEMOI MPOCTPAHCTBEHHOW JHHAMUKH.

OO6crosTenbHBIN 0030p MPOCTPAHCTBEHHBIX MOJIENIEH ¢ TUCKPETHBIM M HEMPEPHIBHBIM BPEMEHEM
TUTIA «XO3SIMH-TIAPA3UT» M «XHUIIHUK—KEpPTBa» mpenacTtaBieH B paborte . bpurrc u M. Xoymc
[Briggs, Hoopes, 2004].

Monenp «peaknusi—audy3us» ¢ y4eTOM MEXBHIOBOTO B3aUMOJICHCTBHS THIIA «XUIIHUK—
JKEPTBA» MTOCTATOYHO YCIIEITHO MPUMEHSETCS UIS W3YyYCHHUS MUHAMHUKH COOOIIEeCTBAa «IIIAHKTOH—
poiOby [Mensunckuii u np., 2002; Thakur, Upadhyay, 2012; 'upuyera, 2014; AGakymoB u ap., 2015,
u n1p.]. B wacTHOCTH, OBIJIO TIOKAa3aHO, YTO CIOXHAS MPOCTPAHCTBEHHO-BPEMEHHAs TWHAMUKA TUIAHK-
TOHA, KOTOpas MOKET BBEIPAKATHCS B HEPETYISIPHBIX CHUPATLHBIX MPOCTPAHCTBEHHBIX CTPYKTypax,
CIIO)KHBIM O0Opa3oM CBfA3aHA C TMPOCTPAHCTBEHHOW CTPYKTYypOil MHTAaIOUIEHCs TIAHKTOHOM DBIOBI.
JIBm>keHue peIOkI IPH 3TOM 00Ja1aeT PpaKTaIbHBIMU CBOHCTBAMH.

Crnenmyer OTMETHTPH 3aadydl SMUIEMHOJIOTHYECKOTO XapakKTepa, MOCBALICHHBIE WU3yYEHUIO Mpo-
CTPaHCTBEHHO-BPEMEHHOW NWHAMHUKH COOOIIECTBa, B KOTOPOM B pPaMKax OTHOW M3 COCTaBIISIONINX
COOOIIECTBA PACCMATPUBAIOTCS 3apaKCHUE M PACIPOCTPAaHCHHE OOJIE3HU KaK B Pe3yjbTaTe B3anMO-
NEHCTBHSA, TaKk W MUTpallH, a Takxke rudens ocobell B pe3ynbrare 3abonmeBaHus [Sahoo, 2016;
Mukherjee, 2016; Das, 2016; Biswas et al., 2016; Kant, Kumar, 2017].

3aki0uMTeIbHbIE 3aMeYaHNA

[IpencraBieHHbIN B JaHHOW CTaThe 0030p PE3yJIBTATOB 0 TEOPETHUCCKOM MOMYJIAIIUMOHHOMN KO-
JIOTHH HE MPETSHIyeT Ha BCeoOmIyto moHOTY. OHAaKO 00heM U pa3HOOOpa3ue ONMMCAHHBIX Pe3yJIbTa-
TOB TIO3BOJISIIOT TOBOPUTH O BOCTPEOOBAHHOCTH TaHHOTO HAYYHOTO HAIMPABJICHUS, YTO MOATBEPIKIACT-
Cs1 OOJIBIITUM KOJMYECTBOM ITyOJIMKAITMiT B aBTOPUTETHBIX M3MaHUAX (OTECUYECTBCHHBIC U 3apyOeKHEIE
)KypHaITbl). XOTENOCh Obl OTMETHTh, YTO OMKCAHHBIC PE3YJILTAThl B 0030pe JEMOHCTPUPYIOT CYIIECT-
BEHHBIE BO3MOXKHOCTH, KOTOpBIE JaeT MaTeMaTH4YeCKOe MOCIUPOBAHHUE IMPH PEIIeHHH OHOIoTrHYe-
CKUX 3a/1a4, (OpMHPOBAHUN U OOOCHOBAHMH OMOJIOTHYECKHUX THUIOTE3 W TOJYUYEHHH BaXKHBIX COAEp-
JKaTeTHHBIX HHTEPIIPETAINI U BHIBOJIOB.

Ha namr B3ruisin, Hanboliee MHTEPECHBIMU U MIEPCIIEKTUBHBIME UCCIICIOBAHUSIMHE SBJISIFOTCS pabo-
TBI, KOTOPBIE UCTIOIB3YIOT JOCTATOYHO MPOCTHIE MaTeMaTHIEeCKHE MOENH, HO TIPHA 3TOM 0a3upyroTcs
Ha pe3y/bTaTax MOJEBBIX U KCIIEPEMEHTANBHBIX TaHHBIX. B0oOOIIe, aKTHBHOE pa3BUTHE MaTeMaTHYe-
CKOH MOMyJSAIMOHHONW OMOJIOTMH U 3KOJIOTHH CYIIECTBEHHO CICPIKUBACTCS MaJIOUUCICHHOCTHIO TOJI-
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HOIIGHHBIX JOJTOBPEMEHHBIX HaOIIOJCHUH 3a MOMYJSIIMOHHOW MUHAMHUKOW. [loMy4uuTh naHHBIC MO
TUHAMHKE BO3PACTHOW CTPYKTYpHI — Ooubiast ynava. [Ipumepom SBISIOTCS pe3yIbTaThl AEITEIHHO-
¢t MexayHapoIHON KOMHUCCHU TI0 CEBEPHOMY MOPCKOMY KOTHKY. 371eCh €CTh MHOTOJICTHHE TaHHEIE
0 IMHAMHMKE Ha BCEX OCHOBHBIX JIGKOWIAX, MO KpaliHeW Mepe IO YUCICHHOCTH CaMIIOB-TIPOU3-
BoJUTENEH (CeKavel) M IO YHUCIIEHHOCTH MPUTLIOAa — HOBOPOXKJICHHBIX IIEHKOB, ¥ XOPOIIIUE JaHHBIC
M0 BO3PACTHOHM CTPYKTYype TOH YacTH MOMYJISINH, KOTOpas M3bIMaeTcsl B pe3yibTrare mpombicia. Ho
JlaXke B 3TOM ClIy4yae MOCTPOCHUE MOJAEIN IWHAMUKH MOMYJISLUNA CEBEPHOI'O0 MOPCKOTO KOTHKA C yde-
TOM TIOJIOBOM M BO3PACTHOM CTPYKTYpPHI, Kak M OIleHKa KO3(PPHUIIMEHTOB MOIEIH, OKa3alloCh KpaiHe
CIIOKHOW 3amadeii, pemieHue KOTOPOW IMOTPeOOBANO IEOTO pPsAa MOTOTHUTEIBHBIX OTpaHUICHUIH
u nonyuienuit [YXKnanosa u ap., 2017; Zhdanova et al., 2017].

EcTh psin XopoIInx MHOTOJISTHHX HAOJIIOJICHUN 32 JMHAMUKOHN I'PBI3yHOB M HACEKOMBIX, HO 3TO,
KaK TIpaBWJIO, JaHHBIE 00 OIeHKaxX o0Imel uncieHHoCcTH. JlaHHpIe 00 M3MEHEHHIX BO3PACTHOM CTPYyK-
TypHl (WM O COOTHOIICHUSAX YHCICHHOCTEH Ha Pa3HBIX CTAAMAX PA3BUTHS) MAJIOYHMCICHHBI U OTpPHI-
BOYHBL.

Emie crnoxHee mony4YnTh Ha/ieXKHBIE TaHHBIE O TIepeMEIIeHUH 0co0eil B MPOCTpaHCTBE U O (op-
MHUPOBAaHUH MPOCTPAHCTBEHHOTO PacIpeesIeHus momysnui. B kauecTBe (akTHIeCKH HCKITIOUUTEIh-
HOTO IpuMEpa TaKUX NaHHBIX MOKHO MNPUBCCTHU OIATH-TaKU PE3YJbTAThl ACATCIBHOCTU MC)KI[}/Ha-
POJIHON KOMHCCHH TI0 CEBEPHOMY MOPCKOMY KOTHKY, B paMKax KOTOPOW Ha OOJBIIWHCTBE JICKOUII]
MIPOBOIMJIFICH MHOTOJIETHEE MEeUeHHE JKUBOTHBIX M aHAJIHM3 BO3BpATa U Paclpee]eHust METOK 0 BCeM
TEPPUTOPHSIM. DTO MO3BOIMIO OICHUTH KOIDOUIIMEHTH MUTpAIMH 1 HHTCHCUBHOCTH «IIEpEMEIIBa-
Hus nomysiuid. OTHAKO, MOBTOPUMCS, HAIMYHE TAaKUX JAHHBIX — OOJIBIIAS PEKOCTb.

Emre Gompire mpobiieM BOZHHUKAET MPH aHA3€ MOJIEEeH B3aMMOACHCTBYIONINX TOMYJIISAIUI pa3HBIX
BHUIIOB. [|J1s1 aleKBaTHOTO IPUMEHEHHS U BEPUPUKALIUNA ITHX MOJEICH TpeOyIOTCsS MHOTOJICTHHE TaH-
HBIC O MOMYJISILIMOHHON TUHAMHMKE HECKOJIBKUX PAa3HBIX BUJIOB, IPHUYEM KEIATCIHLHO HE TOIBKO 00 UX
YHUCIIEHHOCTSX, HO M O BO3PAacCTHOW M MOJIOBOW CTpPYKType. Bce Oonbpiiee moHmMaHue 3Toro (hakra,
CTpEeMJICHHE K MEXAYHApOJHOH KOONepany  MeAJIeHHOE, HO JOCTATOYHO ITOCTOSHHOE TOTIOTHEHE
00BeMHBIX 0a3 AAHHBIX PA3IUYHOTO YPOBHS IO MOMYJISIIMOHHOW W MOIYJALMOHHO-3KOJIOTHYECKOM
TEMaTHKe MPUBOAUT K YMEPEHHOMY ONTHMH3MY U HAAEKIE, YTO IOJyYeHHBIC IIPH MOJEINPOBAHUU
TEOpETHUECKUE PE3yIbTAThl M KOHIICITUH Oy IyT aJeKBaTHO OIIEHEHBI U IIPOBEPEHBI.
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