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B 0630pe, cocTosiieM 13 IByX YacTeil, OIMcaHbl ITOAXOIbI K MOAESIMPOBAHUIO TUHAMUWKY ITOMYJISLINIA C UC-
MMOJIb30BaHMEM AMCKPETHBIX BO BpeMeHU Mojfeneil. [IpencraBieHa 2BOMIOLMS HAYYHBIX UACH 1O MyTH
YCIIOKHEHUST TUCKPETHBIX BO BpeMEeHU Mojeieil — oT Moaeu MaJibTyca 10 COBpeMEHHBIX MOJeJIeH, yau-
THIBAIOIIUX MHOXECTBO (DAKTOPOB, BIUSIONIMX Ha TOMYJISILIMOHHYIO CTPYKTYPY M IMHAMUKY M OTpaXkaro-
KX OOJIBIION CITEKTP BO3MOXKHBIX JMHAMUYECKUX peskuMOB. [IpuBeneHbl Hanboiee BaXKHbIe M MHTEpeC-
Hble pe3yIbTaThl, TOJYyYeHHbIE aBTOPCKUM KOJJIEKTUBOM B XO/€ MPUMEHEHUsI peKYPPEHTHBIX YpaBHEHUI
K aHaJIM3y OMOJIOTMYeCKUX cucTeM. B mepBoit yacTit 0630pa pacCMOTPEeHBI AMHaAMU4YeCcKKe 3(PdeKThI, K KO-
TOPBIM MPUBOISAT TUIOTHOCTHO-3aBUCUMAsI PETYIISILINS, YCTIOXKHEHNE BO3PACTHOM CTPYKTYPHI, YUET MOJIO-

BOW CTPYKTYPHI U BIUSTHUE BHEITHUX (DAKTOPOB.
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“3osoToii BeK” MaTeMaTU4eCcKoii OMOJIOrMu Ha-
yajicsi B TepBOil MojioBuHe XX B. (peeprueckuM
“BcIuieckoM” pa®oOT, HAOJTO OIIPENEeIUBIINX pas3-
BUTHUE TEOPETUYECKOI SKOJTOTUU U MATEMATUUECKOMN
MOMYJISIHUOHHOM T€HETUKU, OCHOBBI CHHTETUYECKO1
teopun sBomouun (Haldane, 1924; Lotka, 1925;
Fisher, 1930; Volterra, 1931; Wright, 1931; Kostitzin,
1937; u np.). Martematudeckoit 6a30ii 3TUX padoT
OBUIM MOJEIN, MOCTPOSHHEIE C ITOMOIIbio audde-
PEHILIMAJIbHBIX YPABHEHUI U yIaUHO OIUCHIBAIOIINE
MHoTrue (heHOMEHbBI, HaOToAalIecs B OMojornye-
CKMX cOO011IecTBax: KojiebaHUs YUCIEHHOCTE, KOH-
KYpEeHTHOE BhITEeCHEHME, MOJIMMOpPGHOE pa3HOOOpa-
31€ U MHOTO€ Ipyroe.

B Havaine 1970-x rr. B ocHOBHOM OJiarogapsi 6a3o-
BbIM pabotam P. Maga (May, 1975) u A.I1. [llanupo
(Ilanmmpo, 1972; anupo, Jlymnmos, 1983) maTtema-
TUYEeCcKasl TMOMYJISLMOHHAsI OMOJIOTHUs MOIOJHWIACH
JOCTATOYHO IIPOCTHIMU, HO BeChbMa 3(PPEeKTHBIMU
MOJIeJIIMIA, OCHOBAaHHBIMU Ha PEKYPPEHTHBIX ypaB-
HEHUSIX, U3BECTHBIX TaKKe KaK MOJEJIN C IUCKPEeT-
HBIM BpEeMEHEM WM OTOOpaKeHUsl. DTU MOIEIn
MPEACTABIISINCh JOCTATOYHO aJeKBaTHBIMU LIS
OINMMCcaHUsI TWHAMMKU BUIOB, XapaKTEePU3YIOIIUXCS
CE30HHBIM MEPUOIOM Pa3MHOXEHUSI U CTaIUfHO-
CThIO pa3Butus. Eciu 111 MaTeMaTUKOB PEeKYpPPEHT-

HbI€ YPAaBHEHMS CIy>KaT MOACIIOPHEM WU OOTHUM U3
METOMOB U3YUYEHUsI TMHAMUKU CJIOXHBIX MOJeJeit ¢
HENpephIBHBIM BpeMEHEM, TO IJISI MaTEeMaTHYECKUX
OMOJIOTOB M CHCTEMHBIX 3KOJIOTOB OHM BBICTYNAIOT
CaMOCTOSITeJIbHBIM OOBEKTOM HCCIeA0BaHUS, Y100~
HBIM [JISI MOAEIMPOBAHUS OUHAMUKU ITOITYJISIIVIA.
IMomynsipHOCTH peKypPEHTHBIX ypaBHEHU CBsSI3aHa C
JIOBOJILHO MPOCTOM TeXHUKOU UX MOCTpoeHUs (Ha-
IIpUMep, IpeacTaBIeHUE XKM3HEHHOTO 1IMKJIa B BUIE
rpacda), IOCTYIHBIMU METOJaMM ncciaeaoBaHus (pa-
30BbIIl IOPTPET, JiecTHULIA Jlamepest U ap.), a TaKXKe
HECJIOXXHOM HMHTepIIpeTalleil MOIEIbHBIX YpaBHE-
HUI 1 pe3yJbTaTOB MoaeanpoBaHus. OKa3aniochk, YTO
9TU “HpPOCTEHbKNE” MOIEIU NaXe B OIHOMEPHOM
cliyyae, 00JIamaloT KOJOCCAJIbHBIM pa3HOoOOpa3ueM
JIMHAMMYECKUX PEXKMMOB, CJIOXHO 3BOJIIOIIMOHUPY-
IOIIUX TTPU UBMEHEHU Y TTapaMeTPOB MOJIEJIU, BILJIOTh
JI0 XaOTUYECKOM AUHAMUKU. BaxkHo, 4TO aHaIOrmd-
HOe IMHAMHUYECKOE MOBEACHUE B MOIEJISIX C HeIpe-
PBIBHBIM BpeMEHEM OTMe4daeTcs] B aBTOHOMHBIX (C
IMOCTOSTHHBIMU KO3 (pUIIMeHTaMI1) CUCTEMaX OOBIK-
HOBEHHBIX ypaBHEHUII pa3MepHOCTbIO He MeHee 3
WJIM HEABTOHOMHBIX C pa3MEPHOCTBIO HE MeHee 2.
IIpoBeneHbI 0630p U cUCTeMaTHU3alMsI OCHOBHBIX
pEe3yIbTaTOB UCCIIeIOBAHUS PEKYPPEHTHBIX ypaBHE-
HUII B KOHTEKCTE M3YyYEeHUS IMIPUIYMH U MEXaHU3MOB



4 DOPUCMAH wu np.

W3MEHEHUII OOIIeil YMCICHHOCTU WIA CTPYKTYPHI
nonyJysauunii. JJlaHHBII 0030p He IIpeTeHAyeT Ha Bce-
CTOPOHHUIT OXBAaT OOJILIIMHCTBA PE3yJIbTaToOB. 3HA-
YuTeJIbHAsl 4acTh NPUBEACHHBIX 3[€Ch PEe3YyJIbTaTOB
MojydeHa Ju0o KOJUIEKTUBOM aBTOPOB ATOI CTAaThH,
IGO0 COBMECTHO C JPYTMMU HUCCIIEIOBATENSMM.
MHorue pe3yJIbTaThl U3BECTHHI B 00JIaCTH AUHAMM-
YEeCKHMX CHCTEeM, a Takke OMO(pU3NKU U IKOJOTUU.
OIHAaKO CTaThsl COOEPXKUT PSII JOBOJIBHO CBEXUX pe-
3yJIbTATOB, CBSI3aHHBIX C Pa3BUTHEM KJIACCHYECKMX
MoJeJieit Y UCIOJIb30BaHUEM COBPEMEHHBIX METOIOB
WCCIENOBAaHUSI IMHAMUYECKUX CHCTEM HpUMEHU-
TEJIBHO K ITOITY/ISIIIMOHHOI 9KOJIOTUN.

XAPAKTEP IJMHAMUKHA
YUCIAEHHOCTU MONvJduumn
C HEINNEPEKPBIBAIOIIMMHWCA

INTOKOJEHUWUAMUN

11 OMHOJIETHUX pacTeHUII, MHOTHX BUJIOB Hace-
KOMBIX, HEKOTOPBIX BUIOB PbIO, 36MHOBOIHBIX U
MMPECMBIKAIOIINXCST KaxXIasi OTHeAbHAS TTOMYJISILIVS
IpeacTaBiIsIeT co0O0f OINMH BO3pPacTHOM Kjacc, U
CMEXKHBIE TOKOJICHUS TaKOi MOIyJISIIUU HE mepe-
KpbiBatoTcsl. Eciu yclioBust cpenbl TpakTUIeCKN He
MEHSIIOTCSI BO BpEMEHMU, TO YMCJIEHHOCTh HEKOTOPOTO
MOKOJICHUSI OYAET ONpeaesaThC TOJIbKO YNCICHHO-
CThIO MPEABIAYIIEro MmokojeHus. O003HaUYMB 4yepe3
N, YUCAEHHOCTb 1-TO MOKOJICHUSI, MOXHO 3aIlUCaTh
clieayollee JeTepPMUHUPOBAHHOE YpaBHEHUE, O~
ChIBaollIee TUHAMUKY YUCICHHOCTU TaKOM TTOITYJISI-
LIVN:

Nn+1 = F(Nn)’

rme F — GyHKIMSA BocIpom3BoacTBa. [1pocreitmmmia
BUJI 9TOTO YPaBHEHMS TSI

F(N,) =N,

ABJIACTCA MOACJbIO MaHbTyca, g€ r — HEKoTopas
ITOCTOSAAHHAA. HpI/I 9TOM IIPpEAITIoJaaracTcida, 4To KaX-
Jasi ocoOb OCTaBJISIET B cjeayromemM IMOKOJIEHUU B
Cp€OHEM ¥ ITIOTOMKOB HE3aBUCHUMO OT YHMCJICHHOCTU
pO,Z[HTCJIBCKOﬁ TIOITYJIAL A

N, =rN,. (1)

n
PCLL[GHI/I@ OTOro ypaBHCHUA — reoMeTprUyeCKasd IIpo-
rpeccus Co 3HaMeHaTeleM ¥ M HayaJbHBIM YJICHOM
Ny, uTO (paKTUUECKU UIEHTUYHO SKCITOHEHIIMAJIbHO-
MY POCTY UYMCJICHHOCTH TTOMYJISILIUYA B OTCYTCTBUE JIU -
MUTHUPYIOIINX (aKTOPOB.

Xopouro M3BECTHO, YTO MOJTUIA 3KCHOHEHIMAb-
HbII POCT YMCJIEHHOCTU B MIPUPOE HUKOTIA He Ha0JTI0-
naetrcs. PaHo win no3aHo ckasbiBaeTcs AeHCTBUE JU-
MUTHUPYIOIIMX (paKTOPOB, TTO3TOMY » B ypaBHeHUU (1)
okasbiBaeTcsl (pyHkiuei uvucieHHocTu. [lomoxum
r = af(N), rtoe AAN) — pyHKUMSI, ONMCHIBAIOIIAS JIN-
MUTHUPOBAHUE, @ — TIapaMeTp, Ha3blBaeMbIil perpo-
JMYKTUBHBIM MTOTEHIIMAJIOM MOIYJISILIUY U XapaKTepU -
3YIOLIUIA CKOPOCTh POCTa MOIYJISILIUM B MYCTOTY (T.€.
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a BbIOUpAETCs TakK, YTOObI BBIMOIHSJIOCHh PABEHCTBO
f(0) =1). Tennepr BMecTo ypaBHeHUsI (1) monyyaem

Ny = aN,f(N,). @)

Takue monenu uccnenosanu A.I1. Hlarmpo (Iamu-
po, 1972; Illanupo, Jlynmos, 1983) u P. Mbaii (May,
1975). OHu 11I0Ka3a1u, 4To AMHAMUKA YMCIACHHOCTH 110~
MyJISILIMA, ONMChIBaeMasl ypaBHeHUEM (2), MOXKET ObITh
BecbMa cJIoXHOM, ecu ¢pyHKIust F(N) = aNf(N) yobl-
BaeT IpU OOJIBIINX 3HAYEHUSIX /N TOCTAaTOYHO OBICTPO
(HarpuMep, 6nicTpee, 4yeM 1/N?). OcOGEHHOCTD 3TUX
MoJesIeil 3aKJTI0YaeTCsI B TOM, YTO TP YBEJTUUYCHUH
penpoOAYKTUBHOTO MOTEHLIMAJA TTOMYJSILIUKU TPOKC-
XOIUT TOTEPST YCTOMYUBOCTH PaBHOBECHS, KOTOpAsT
COITPOBOXIAETCS BOSHUKHOBEHHEM NBYXJIETHUX KO-
JieOaHUI.

Konkperusupys Bun ¢oyHkuuu f(N), 1jist ypaBHe-
HUS (2) YMCIIEHHO MOXHO ITOCTPOUTH TPaeKTOPUU
MIPU Pa3IMYHBIX HAYaJIbHBIX YCIOBUSIX. XOPOIIIO U3Y-
YeHbI JUCKPETHBIN aHaor Mmoaeau depxionbera, 1s
kotoporo fAN) =1 — kN, u Mmoneib, IIpelIoKeHHAs
uxtuosioroM Y. Puxkepom (Ricker, 1954), mia koro-
poit fIN) = exp(—kN). Ilpu ucciegoBaHuU ypaBHe-
HU (2) 0OBIYHO MCKITIOUAIOT MACIITAOHbINM ITapaMeTp
k 1 mepexondaT K 6e3pa3MepHbIM TIEPEMEHHBIM: “OTHO-
CUTEJIbHBIM” YUCIEHHOCTSIM X = kKN. B aToM ciyuae
MCKPETHBIN aHajior Monen PepXrorbcTa U MOACTh
Pukepa cooTBETCTBEHHO UMEIOT BU/T

Xp+1 = axn(l - Xn)s Xpy1 = AXy eXp(_xn)'

Ha puc. 1 mpuBenensl pemenunst mogenu Pukepa
IIPY Pa3IMYHBIX HAYaJIbHBIX YCIIOBUSIX: IBA 2-JIETHUX
LMKJIA C pa3IMYHbIMU (pa3amMu KojiebaHuii. CooTBeT-
CTBEHHO, TaKas CUCTeMa OKa3bIBaeTCsl OMCTAaOIILHOIL:
COIVIACHO OAHMM HaYaJbHbIM YCJIOBUSIM pPELICHUS
CXOISTCSI K OJHOMY 2-JIETHEMY LUKIY, a COIJIACHO
Ipyrum — K apyromy (puc. 1). O Takoii OucTabuib-
HOCTH CBUAETEJBbCTBYIOT PE3yJIbTaThl JJA0OPATOPHbBIX
skcnepuMmeHToB (Henson ef al., 1998), mokasniBaio-
1IMe, YTO IPU OJHOM U TOH Ke HayaJlbHOM YUCJIEeH-
HOCTHU M CXOXHUX, HO HE UASHTUYHBIX YCIOBUSIX B IO~
OyJSIOUSIX My4YHoOro xpymiaxka 7Tribolium castaneum
MOTYT HaOJIIOAAaThCsS OBa Pa3HBIX IIPOTUBOMA3HBIX
TepUOANYECKUX PEeXMMa, T.€. HabaogaeTcs pa3oBasi
MYJIBTUCTAOMIBHOCTb.

INpu ganpHeIeM yBeIMYEHUU PEeNPOAYKTUBHO-
ro MOTeHLIMAaJla PEelIeHUsS YpPaBHEHUS CXOOSITCS K
YCTOMUYUBBIM 4-JIETHUM LIUKJIaM, 3aTeM K 8-JIETHUM
mukiaM 1 T.0. OnucaHHbIe U3MEHEHUsI XapakKTepa
JIUHAMUWKH YUCJICHHOCTHU IMPUHSTO HA3bIBaTh ITEPBOIA
cepueili Oudypkauuii, a cLeHapuil oOpa3oBaHUS
STUX LIMKJIOB — CILIEHApUEM YIBOEHUS MepUoaa, YHU-
BEPCAJILHBIM [IJIST JIIOOOTO0 YHUMOOAJIBLHOTO OTOOpa-
XeHust (yHuBepcaibHocTh Deiirenbayma) (Feigen-
baum, 1983). OH NpUBOAUT U K COOTBETCTBYIOILLIEMY
YCIIOXKHEHUIO (pa30BOi MyJIbTUCTAOMIILHOCTH. [Ipm
ele OOJIBIIMX 3HAUCHMSIX TapaMeTpa a MoBeleHUe
YMCJIEHHOCTHU ITONYJISIIMU TePsIET CKOJIbKO-HUOYIb
peryJsipHbIii XxapakTep U CTAHOBUTCSI XaOTUYECKUM.
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Puc. 1. Tpaekropun monenu Pukepa mpu pa3nmnaHbIX Ha-
YaJbHBIX YCJIOBHAX (3HAYEHUSIX X(): 2-JIETHUE LIMKIIBI
pa3HbIX (a3. X — OTHOCUTE/IbHbIE 3HAYEHUST YUCIICHHO-
CTH TIOIYJISILIAK, 1 — HOMEP TTOKOJIEHUS, d — PEMPOLYK-
TUBHBII TTOTEHIIMA.

30HBI XaOTMYECKOTO TOBEACHUST TepeMeXaloTcs C
“OKHaMM” TIEpHOINYECKOTO, T.€. PETYJISIPHOTO TTOBE-
JeHUS.

st 1r060ro KOHKpeTHOro Buaa GyHKuuu f(N) B
ypaBHEHUU (2) YMCIEHHO MOXHO ITOCTPOUTH OMyp-
KallMOHHYIO JUarpaMMy, XapaKTepu3YyIOIlylo IIpe-
JIeJIbHbIE TPAEKTOPUU B 3aBUCMMOCTHU OT KO3(hdu-
ueHTa a (puc. 2a). Ha puc. 20—X npuBeaeHbl pe-
meHus1 ypaBHeHUuss Pukepa (mociemoBaTelbHOCTH,
MOPOXJIaeMble PEKYPPEHTHBIM YpPaBHEHMEM IIpU
pa3HbIX 3HAUECHUSIX @ U PA3IMYHbIX HAaYaJIbHBIX 3HA-
YEHUSIX X,,).

YacTHBII ciay4daii, 0O0OOIIAIONINII ypaBHEHUS
DepxtonbeTta U Pukepa, — TpexmmapaMeTpuyecKasi
moneib Xaccena (Hassell, 1975):

N,

n

o =aN, [+ kN,

OTa Mozeab MO3BOJSIET UCCAEA0BaTh TUHAMUKY
YUCAEHHOCTH MOMYJISILIMU TIPU Pa3TUYHON MHTEHCUB-
HOCTH 3KOJIOTUYECKOTO JIMMUTUPOBAHUSI, XapaKTepU-
3yIOIIErocsi rapameTpoM [, yBeJInYeHue KOTOPOTro
MIPUBOAUT K POCTY CKOPOCTH yobIBaHUS fix)=1/(1 +x)P
npu O6OJbIINX 3HaUeHUAX X. Tak, mpu MaJibIX 3HauUe-
Husix B (B < 2), T.e. mpu ciaboM JTUMUTHPOBAHUH,
HEMOHOTOHHBIX PEXUMOB TUHAMMKU YHUCJIEHHOCTHU
He HaOJItoJaeTcsl HY MpU KaKuX 3HAYeHUSX @, Xapak-
TEPU3YIOIIET0 CKOPOCTh Pa3MHOXEHUSI BUAA. DTO
CrpaBeINBO, HAIIpUMep, Tipu 3 = 1, T.e. WISt ciiydas,
Korja MojieJib Xaccea nepexoaut B moneab busepro-
Ha—Xosra. OgHaKo npu 6obinux 3HaueHusx B (§ > 3)
MOHOTOHHOE yBEJIMUYEHUE MapaMeTpa a MpUBOAUT K
OCYLIECTBJIEHUIO TIepBOM cepumn Oudypkaiuii, a 3a-
TeM 1 K BOBHUKHOBEHUIO XaOTUYECKOTO pexkruMa Iu-
HaMUKH, T.e. K OupypKauusM, aHaIOTUYHBIM B MO-
nenn Pukepa.

IMpu GonbmiX (PUKCUPOBAHHBIX 3HAYECHUSIX a
(a 2 30) poct mapameTpa [3 IPUBOAMT K TAKMUM XK€ 13-
MEHEHUSM peXuMa NIUHAMUKU YUCIEHHOCTU TOMy-
JISILIMM, YTO U POCT MapameTpa a Tpu (PUKCUPOBaH-
HBIX 3HaYeHUsIX 3. Pasiinuue 3aKI09aeTcsi B TOM, 4YTO
npu pocte 3 6udypkanum npoucxonsit Ha hoHe CHU-
JKEHUsI PaBHOBECHOT'O YPOBHSI UMCJICHHOCTU, TOTIa
Kak TpU pocTe a — Ha poHe ero yBeanueHus . Takum
00pa3oM, MPOCTPAHCTBO NTapaMeTPOB a U 3 pa3duBa-
eTCsl Ha psia obs1acTeit, KaxKmasi U3 KOTOPBIX XapaKTe-
pU3YeTCsl CBOMM TUIIOM IMHAMUYECKOTO MOBEAEHUS.

©)
n a=2
0.6 |-
0.2 -
1 1
0 5 10 n
X
" a==~6
(B)
2 -
1F
0 1 1 0 1 1 0 1 1 0 ° ¢ - ° e
10 20 n 30 50

Puc. 2. budypkanmnonHas nuarpamma (a) u peureHust (0—x) ypaBHeHUsI Pukepa 1ipu pa3HbIX 3HAYEHUSIX PEMTPOIYKTUBHOTO
MoTeHIMala — rmapamerpa a. 6 — MOHOTOHHOE CXOXIEHHME K PAaBHOBECUIO, B — 3aTyXxalollue KojaebaHusl, T — 2-JIETHUM LIUKII,

I — 4-JIeTHUI LMKJI, € U XX — HepeTyJsipHasi TMHaAMUKa.
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6 OPUCMAH u ap.

Hccnenosanne peXXMMOB TUHAMUYECKOTO ITIOBE-
IeHus B Moaeneil Pukepa, Xacceia u Apyrux rmo3Bo-
JISIET OOHAPYXKUTh HEKOTOPLIE O0IIe 3aKOHOMEPHO-
CTH, MPOSIBISIONIUECS IIPU JTOCTATOYHO OOJIBIINX
3HAYEHUSIX PEMPOAYKTUBHOTO MOTEHIIMAJIA U CTeTe-
HU 5KOJIOTUYECKOTO JUMUTUPOBAHMS, KOraa IUHA-
MUKAa YMCIIEHHOCTH MOXET OKAa3aThCs XaOTUYECKO
Wi OJM3KOM K Heil (MHTepBajbHO-TIEpUOINYEC-
ckoii). Ecinu HavyanbHOE 3HaYECHUE YMCISHHOCTU He-
BEJIMKO, TO JOCTATOYHO IIPOJOJIKUTEIBLHOE BpeMs
OyIeT HaOJIOOAThC €€ MEIJICHHBIN pOCT (KOTOPBIA
MOXKET COIIPOBOXIATHCS B OTHCIBHBIX ITOKOJCHMSIX
JTaxke HeOOJIBIIIUMH CITalaMM ), TIOCJIe YETO ITPOU30ii-
JIeT pe3Koe YBeJIMYeHUe YNCICHHOCTH, COIPOBOXKAA-
[ollleecsl B CICOyIONIeil TeHepalluy 3HAYUTEJIbHBIM
YMEHBIIIEHUEM €€ 0 3HaYeHUsI, 6JIM3KOTO K Hadalb-
HOMY. DT mepuogndeckue “repeomMbl’” He OyIyT,
OIHAKO, BO3BpalllaTh ITOIYJISIIMIO TOYHO HA Ha4Yajlb-
HBIIA ypoBeHb. Clie10BaTeIbHO, HECMOTPSI Ha SIBHBII
MEPUOANYECKUIT XapaKTep WM3MEHEHUS YHUCIECHHO-
CTH, He OyaeT oOHapyKeHO MOJHBIX COBHAASHUN HU
3HAYEHUI YMCIIEHHOCTH, HM 4YKCJIa TeHepaluii B
¢daze Bospacranusa (Illmodman u ap., 2013). Ilo-
JTOOHOE HECTPOro IMEPUOIMIECKOE MOBEACHUE YMC-
JIEHHOCTH XapaKTEePHO [IJISI MHOTUX €CTECTBEHHBIX
MOMNYJISILMI BBICIIIX OPraHU3MOB, OCOOEHHO Hace-
KOMBIX (HallpuMep, capaH4yd, Ky3HEUMKOB, HOUHBIX
MOTBLUIBKOB).

YacTo IMOIBITKY NPUMEHEHUSI OTHOMEPHBIX MO-
nelieit ¢ IMCKPETHBIM BpEMEHEM K OITUCAHUIO U ITPO-
THO3Y AVHAMUKN KOHKPETHBIX IIPUPOOHBIX IOITYJISI-
111 OKA3bIBAJINCh MAJIOIPOAYKTUBHBIMU: MOJEIbHBIC
KpUBbIE, OTJIaBIUBasi TCHASHIIMY U3MEHEHMST YMCTICH-
HOCTH, CTATUCTUYECKM IUIOXO ONUCHIBAIM HaOII0mae-
MyI0 OUHAMUKY peaibHbix monysauuii (Ilammpo,
Jlyrmmos, 1983; Dennis, Taper, 1994; Myers et al.,
1999; ®dpucman u ap., 2007, 2015a; Nedorezov, Sa-
dykova, 2008; Hemnopeszon, 2010; TapacoB u np.,
2012). B psine ciydaeB MofieIbHOE OMKCAaHUE yaaBa-
JIOCh YIYYIIWUTh IIPY BBEACHUY B YPaBHEHMSI 3aIla3Ibl-
Banus (Hemopesos, 1986; Turchin, 1990, 2003; Mcacs
u ap., 2001; Berryman, Turchin, 2001; Nedorezov, 2012;
Sadykova, Nedorezov, 2013; Nedorezov, Sadykova,
2015). Perynsauus ¢ 3amasgblBaHMEM BO3HUKAET B
MPUPOIHBIX MOMYJISILUSIX B pe3yJibTaTe MEXBUIOBOTO
B3aMOJICMICTBUSI WJIM B CJIydasiX, KOIJa BBICOKAasI
IUIOTHOCTH TTOMYJISIIMKU HETaTUBHO CKa3bIBaeTCsI Ha
BOCITPOM3BOJICTBE clienyloliero noxkojeHust (Prout,
McChesney, 1985; Turchin, 1990; Williams, Lieb-
hold, 1995). HaubGoiiee yoemuTelbHbBIE PE3yJIbLTAThI
ObLTU TTOJTyYeHBI 1J1s1 Moneau Pukepa (MopaHa—Pu-
Kepa) u ee Mogudukanuu ¢ 3anasgbpiBaHveM (Ken-
dall ef al., 1999; Turchin, 2003; Turchin et al., 2003;
Bechtol, Kruse, 2009; Sadykova, Nedorezov, 2013;
Nedorezov, Sadykova, 2015). B wactHocTH, ObLIa
MpEeANpUHSITA TTONBITKA OIMCAHUS U aHAJIu3a TUHaA-
MUKU Zeiraphera diniana Gn. Ha ocCHOBe Monenu Pu-
Kepa NIpU pa3M4YHBIX 3HadYeHUsIX jara (Sadykova,
Nedorezov, 2013; Nedorezov, Sadykova, 2015).

MN3BECTUA PAH. CEPUS BUOJIOTUYECKAA  Ne 1

XAPAKTEP TMHAMUKU
YUCJIEHHOCTH MONVJIALNN
C HEIIEPEKPBIBAIOIIIMUMUCHA 3
[MOKOJEHUSIMU C YYETOM BO3PACTHOM
CTPYKTYPhI (CTAIUMHOCTU
PA3BUTUA OCOBEN)

ITpu MonenMpoBaHUM TUHAMUWKU TTOTTYJISILIAY T10-
MUMO CE30HHOCTU Pa3MHOXKEHUSI HEOOXOIUMO Y4~
TBIBATh €€ BO3PACTHYIO CTPYKTYPY, ITOCKOJIbKY BBbI-
KMBAaeMOCTb M CTEIeHb Y4YacTUs B Pa3MHOXEHHU
oco0eil pa3HOro Bo3pacTa paziandarorcs. [eiicTBu-
TeJIbHO, B XKM3HEHHOM LUKJIE JIFOOOr0 OpraHu3Ma
MOXHO BBIIEIUTb HECKOJIBLKO BO3PACTHBIX CTYIICHEH,
onpeaeiisieMblX B HEKOTOPBIX SAWHMUIIAX BPEMEHH,
Hanpumep B romax (Leslie, 1945; Caswell, 2001). B
cllydyae KOTJa BO3pacT 0cobeil HeM3BeCTeH, KIacCu-
dukaums ocobdeil B CTPYKTYPUPOBAaHHOM MOMYJISIIIA
MMPOUCXOAUT He TI0 UX XPOHOJIOIrMYeCKOMY BO3pacTy,
a o craguu passutus (Lefkovitch, 1965; Caswell,
2001; JToroger, KinoukoBa, 2002; Logofet, 2008). Torma
MOMYJISLIMST pacIiagaeTcsl Ha HEKOTOPOE YUCIIO TPYIII,
croco0 pa3doreHMsI Ha KOTOpbIe, KaK IIPaBUJIO, OTIPEIIe-
JIsIeTCsl OMOJIOTMYECKUMU OCOOCHHOCTSIMU OpraHU3-
MoB. Tak, Moaeb TUHAMUKY NONYJISILUY C Hellepe-
KPbIBAIOIIMMUCS TTOKOJEHUSIMMU X,, ;. | = ax,eXp(—Xx,,)
C YYETOM CTaAUIHOCTHU pa3BUTUSI OCOOE MpUHUMa-
eT BUL

X,

n

+1 = BY, exp(-oX, — Byn)a
Y

n

(3)
+ = SXn:

rae X, — YUCIEHHOCTb TOIOBAIBIX OCO0EM, ¥, — unc-
JIEHHOCTb I10JIOBO3PEJIbIX 0COOEl B #-M MEPUOJIE Pa3-
MHOXEHUS (TOYHee, K Hadaly Iepruoa pa3MHOXKe-
HUS B B-M rofny), B — penpoayKTUBHBII MOTEHLIMAT
MOJIOBO3PEJIbIX 0cobeit, oL 1 [ — KoadduimeHTHI, Xa-
paKkTepuU3yIoIUe CTENEHU BO3IECHCTBUSI YMCIEHHO-
cTeii ocoOeli IOBEHWJILHOM M 3pejioil TIpyIm Ha
YMEHBIIEHUE POXIAEMOCTH, § — BBIKUBAEMOCTD OCO-
Oeif Ha BTOpoM Tony >Ku3HU. KcciienoBanue Moneian
(3) yno6HO pOBOOUTH B IIPOCTPAHCTBE ITAPaMETPOB
p = 0/(sp) u r = sB, rae p oNUChHIBACT OTHOCUTEIIb-
HBII BKJIaJl MJIAQALLIEN BO3PACTHOU IPYIIIIBLI B IUMUTU-
pOBaHME BOCIIPOM3BOACTBA, A F XapaKTepPU3YET pe-
MPONYKTHUBHBIN TTOTEHIIMATI 0COOCH C yUeTOM BBIXKMU-
BAa€MOCTH MOJIOIH.

Okazasioch, YTO HETPUBUAJIBHOE PABHOBECHE CUCTE-
MBI (3) MOXKET TepsITh YCTOMYMBOCTD KAaK I10 CLIECHAPUIO
VIBOCHUS TIepHona, Tak M T0 clieHaputo HeiiMapka—
Cakepa — guckpeTHoro aHajora oudypkaumu IlyaH-
Kape—AHIpoHOoBa—Xortdha, TIPUBOISIIETO K KBa3HIIe-
puoanueckoii nuHamuke (Kysnenos m np., 2012). B
pe3yJibTaTe TUCKPETHbIE BO BPEMEHU MOJAEIU C yue-
TOM CTaIWMHOI CTPYKTYpHI CIIOCOOHBI ONUCHIBATH
HE TOJILKO JUTMHHOTIEpHOANYECKEe KoJleOaHMsI, KO-
TOpble HAOJIOAAIOTCS B MOJEISIX C HENPEePbIBHLIM
BpeMeHEM, HO 1 “3alllyMJIeHHbIC KOJIeOaHus .

CoBpeMeHHBIE BBIYKUCIUTENbHbIE TEXHOJOTUU
MO3BOJIIOT MACHTU(PUIIMPOBATh 00JIACTU Pa3TAYHBIX
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(a)
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(©)
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r=16p=01
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Xo —Iyo =5.0 | |
n
\ 6% X)) — Vu
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1 1 1 1 )
500 n 520

Puc. 3. a — kapTa IMHAMMYECKUX PEXUMOB cucteMsl (3). Uncna — nepuoabl KouedbaHuil YUCIeHHOCTH, Q — KBa3UIEPUOAU-
yeckast nnHamuKka, C — XaoTudeckast TMHaMUKa, () — BEIPOXKIEHUE TTOMYJISIIUN. 0 — 6aCCEMHBI IPUTSKEHUS COCYIIECTBYIOIINX
MMHAMMYECKUX PEXUMOB B 00J1aCTU MYJIbTUCTAOMIIBHOCTH, TOIOJIHEHHBIE TPAEKTOPUSIMU MOJIEIN TPU Pa3HbIX HayaJIbHbIX

YCIJIOBUSIX.

JIUHAMWYECKUX PEXVMOB B IIPOCTPAHCTBE IapaMeT-
POB MOJEIH 1 IIOJIyYUTh KapThl IMHAMMNYECKUX PEXKM -
moB. Kapra mmHaMuyecKux pexxuMoB moaeau (3),
MpUBEICHHAsI Ha puc. 3, B CBOE JIEBOI YacTW JEMOH-
CTpUPYET KapTHUHY, XapaKTepHyiO I OMdypKamu
Heitmapka—Cakepa, KoTopast COCTOMT B BOSHUKHOBE-
HUM 00JIACTH KBAa3UNECPUOIMUSCKUX PEXMMOB Q ¢ 110~
ITPYXKEHHOM B HEe CUCTEMOM SI3BIKOB ApHOJIbAA, B
TpaBoOM YacTH — KacKaj ondypKkaluii yIBOeHUS TIe-
puonma (puc. 3a). CiemoBaTelbHO, €CIU YpPOBCHb
POXOAaeMOCTA JIMMUTUPYETCS IIPEUMYIIECTBEHHO
YMCJIEHHOCTBIO 3pENIbIX 0CO0el, Torma BO3HMKAIOT
KBazulepuoandeckue kKojaedaHus. Korma poxkmae-
MOCTb YMEHBIIIAETCS C POCTOM YMCIIEHHOCTH IOBE-
HWIBHOM TPYIIbI, T.€. p > 1, TO yBeJIUYEHUE PETPO-
JYKTUBHBIX CITOCOOHOCTE 0co0eil MpUBOIUT K Ie-
PUOINYECKUM KOJIEOAHUSIM YMCIIEHHOCTH.

Ha puc. 36 npencraBieHbl GacceiiHbl MPUTSIKe-
HUSI TUHAMWYECKHNX PeXUMOB Moaeiu (3) B 001acTu
MYJbTUCTAOUIBHOCTH, TJI€ 3-JICTHUI LIUKJI YCTOMYUB
OOHOBPEMEHHO C PaBHOBECHBIM cOCTOsIHMeM. Ilpu
OOHUX HAYaIbHBIX YCIOBUSIX CUCTEMAa CTAOMIM3HUPY-
eTcsl, a IPU APYTUX JEMOHCTPUPYET TPEXJIETHUE KO-
ne6anusga. OTMETUM, 4YTO NOAOOHAST MyIbTUCTAOMIb-
HOCTb ObllIa IOKa3aHa paHee, B YaCTHOCTH, IJIs ABY-
MEPHOTO OTOOpaxkeHUsT DHO UM HEKOTOPBIX €ro
monudukanmii (Saucedo-Solorio et al., 2002; Shri-
mali ef al., 2008; Pisarchik, Feudel, 2014; u op.). Insa
OTOOpaXkeHUST DHO IIPOACMOHCTPUPOBAH MEXaHU3M
poxXaeHUs 3-JIeTHETO LIMKJIa U IpeaeIbHOM MHBApU-
aHTHOI1 KpMBOI HA €r0 OCHOBE, COCYIIIECTBYIOIINX C
HenoaBIMKHOI Toukoii (Romera ef al., 2001).

MynbpTUCTaOMIBHOCTh B paMKax PEKYPPEHTHBIX
MojeJIeii TUHAMUKU CTPYKTYPUPOBAHHBIX ITOITYJISI-
U1 TO3BOJISIET MTO-HOBOMY B3IISTHYTh Ha OOIIeOHO-
JIOTUYECKHE MPOOIEeMbl 1 OTMETUTD CYILIECTBYIOIIE

MN3BECTUA PAH. CEPUA BUOJOTUYECKAA  Ne 1

dyHIaMeHTaJIbHbIe 3aKOHOMEPHOCTU, KOTOpPEIE IO
9TOr0 OCTaBaJIMCh He3aMeYeHHBIMU. B dacTHOCTH,
MYJIBTUCTA0MJIBHOCTh O3BOJISIET OOBSICHUTH HA0I10-
JJacMble pa3jinyusl B JMHAMUKE YUCJISHHOCTH IOITy-
JISIIMKA OMHOTO BHAA, OOUTAIONIMX B IIPAKTUYECKU
UASHTUYHBIX YCIOBUSIX. B pamMKax JO0KalIbHOM IIOITy-
JISIIMU SIBJICHUE MY/JIBTUCTAOMIBHOCTU JAaeT BO3MOXK-
HOCTbh OOBSICHUTh KaK BO3HUKHOBEHME, TaK U MCYE3-
HOBEHME KOJIeOaHUI YMCIIEHHOCTH, a TaKXKe€ CMEHY
nepuoaa HabmomaeMbix Kojnedbanuii. K Haubosnee sip-
KUM IIpUMepaM CMeH TUHAMHYECKUX PEXUMOB OT-
HOCSITCSI NICUY€3HOBEHMUSI 1IMKJIOB B MOITYJISILIASIX JIEM-
munra (Coulson, Malo, 2008; Kausrud et al., 2008;
White, 2011) u HekoTophlx BuAoB ItoneBok (Hent-
tonen, Wallgren, 2001; Cornulier et al., 2013). I1pu
3TOM CJIeAyeT IIOHMMATh, YTO M3MEHEHUE B MOJEIU
XapakTepa JUHAMUKU MOXKET IPOU30MTU HE TOJIBKO B
cliy4yae CyIIeCTBOBaHMS HECKOJILKMX PEKMMOB TUHA-
MUKU IPU OJTHUX U TeX K€ 3HAYCHUSIX IapaMeTpOB,
HO U BCJIeACTBUE (Pa30BOM MYJILTUCTAOMIILHOCTH,
Korga mnojl JAeWCTBUEM BO3MYIIEHMUSI II€PEMEHOM
ypaBHEHUSI MOJEIbHAsI TPAaeKTOPUsl OCYIISCTBIISICT
OPBDKKKA MO OacceiiHaM IIPUTSDKEHUS pa3HBIX a3
OOHOIO M TOro Xe AMHAMHUYecKoro pexuma. Ilpu
3TOM 4eM OoJblle Mepuod HaOIgaeMbIX Kojeba-
HUIA, TeM OoJibllle (a3 3TOTO LIMKJIA CO CBOMMU bac-
ceiiHaMM MPUTSKEHMSI MOXKET CYIIeCTBOBaTh, YTO B
YCJIOBUSIX HECTALIMOHAPHOI Cpeabl OyIeT YCIOKHSITh
IWHAMUKY TOMYJISIIIAN.

JNHAMUWKA YNCIITEHHOCTU TOITYJIALNN
C ABYMA CTAIUAMMU PA3BUTHUA

PaccMoTpuM NOMyasinuio ¢ BO3PaCTHOM CTPYKTY-

pOI71, KOTOpasd K Hadyally O4€pE€AHOTIO CE30HA pa3MHO-
XKEHUST MOXET OBbITh IpeacraBjicHa COBOKYITHOCTBIO
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IBYX KJIACCOB: MJTAIIIIETO C YUCIIEHHOCTRIO X, I cTap-
IIIETO C YUCIEHHOCTBIO Y, B n-11 CE€30H pa3MHOKEHUSI.
Ilepnon pa3aMHOXEHUST 3aKaHYMBACTCS TTOSIBJICHUEM
HOBOPOXIEHHBIX 0CO0eil CIeAyIoIero MoKOJIeHMs.
Bymem mpenmnonaratb, 4TO BpEMEHU MEXIY IBYMS
MOCJeA0BaTeIbHBIMU TTIepuoAaMu Pa3MHOXEHMUS 10-
CTaTOYHO JIJISI Pa3BUTUSI HOBOPOXKIECHHBIX O COCTOSTHUST
MJIAZIIIero Bo3pacTa. JoImycThM, 9YTO BBLKUBAEMOCTh U
PETpOIyKTHUBHAsSI CIIOCOOHOCTh 0CO0EH CTapIero Bo3-
pPACTHOrO KJjlacca He 3aBUCSIT OT UX XPOHOJIOTMYECKOTO
BO3pacTa. DTO MPaBOMEPHO JIJIsI OpTaHN3MOB C HEOOITh-
IIIMM BPEMEHEM >KU3HU, BKITIOYAIOIIUM B ce0s1 2—3 me-
puona pa3MHOXEHUSI, KAK Y MHOTMX HACEKOMBIX, PhIO,
MEJIKMX MJICKOIUTAIOIIMX, 2- U 3-JIETHUX PacTCHUI N
IIp. MOXHO 3armcarh CJISIyOIIyIO CUCTEMY YpaBHEHUI,
OIMKCHIBAIOIIYIO JUHAMUKY PACCMATPUBAEMBIX BO3PACT-
HBIX TPYIII B CMEXHBIX TOKOJICHUSIX:

Xn+1 = Al (Xn’)/n)Xn + AZ (XmYn)Yn
Y+1:B(Xn,)/n)Xn+C(Xnn)]n))/n ’

n

“

rne A, u A, — poxnaaemMoctu, B u C — BIXKUBaeMOCTU
MJIAAIIETO M CTaplIero BO3PACTHBIX KJIACCOB COOT-
BETCTBEHHO. Eciu 4, A, Bu C cuuTaroTcsi KOHCTaH-
TaMM, TO cucteMa (4) — YacTHBIN cIIydail TMHEHOMN
MaTpuuHoii monmenu Jledpkosuua (Lefkovitch, 1965;
Caswell, 2001), akTUBHO pa3BUBaeMoOii KaKk B Teope-
TUYECKOM, TaK M B IIPUKJIAAHOM IUIaHE BO MHOIUX
nccaenoBaHuSIX, HarpuMep B padbortax H.0O. Jlorode-
Ta ¢ coanT. (Logofet et al., 2006; Jloroder, benosa,
2007; Jloroder u gp., 2017; Logofet, 2019). B
YaCTHOCTY ObLIa IIpeiiokeHa MaTpu4yHask MOIEIb,
OpPMEHTUPOBaHHAs Ha OIMCaHUE IMHAMUKH LIEHOIIO-
OyJIsIIuy He3a0ynouyHuka FEritrichium caucasicum, a
TakKe TpoBencHa KaimmoOpoBka Mopenun (Jloroder
u ap., 2016; Logofet et al., 2018).

Bmecte ¢ TeM y GOIBIIMHCTBA GUOJIOTUYECKUX BU-
OB HaOMIOOAeTCsI MJIOTHOCTHO-3aBUCUMAsT peryJisi-
1Sl pocTta yuciaeHHocTu monyisuuu (Lack, 1954;
I'mmmensdap u aop., 1974; daxo, 1975; Onym, 1975;
VYunbsmcon, 1975; CBupexes, Jloroder, 1978; Boer,
Reddingius, 1996; Gurney, Nisbet, 1998; Inchausti,
Ginzburg, 1998; Ginzburg, Colyvan, 2004; Barraquand
etal.,2017). OcHOBHOE IIPOSIBJIEHNE TUIOTHOCTHO-3aBH -
CUMOI PEeryJsiiui POXKIAEMOCTU — CTPECC-CUHIPOM,
MPUBOAAIINI K CHIDKEHUIO TOJIOBOM aKTUBHOCTU U
YMEHBIIICHUIO TIJIOAOBUTOCTH 0c0o0eii, BIJIOTH IO
paccachlBaHUSI YacCTU 3aJIOXKEHHBIX 3MOpPMOHOB. B
YACTHOCTU, 3TO XapaKTEPHO IS TOMBEPKEHHBIX
CUJIBHBIM KOJIeOaHUSIM YMCIIEHHOCTU BUIIOB, HATIPU-
Mep IJIs1 IESMMUHIOB U nojieBoK ([daxo, 1975; Yep-
HsaBckuit, Jlazyrkun, 2004; dpucman u ap., 2010a;
HoBuxkoB u np., 2012; Krebs, 2013). I1pu monenupo-
BaHUM IMHAMMWKY NONYJISIIUIA TAKMX BUIOB BBKMBA-
€MOCTH MOXHO CYMTaTh KOHCTaHTamMu B(X, Y) = b,
C(X, Y) = ¢, a poxXXIaeMOCTb I10 aHAJIOTUH C MOJEJILIO
Puxkepa MOXHO 3amucaTth B BUIE

A(X,Y) = rexp(-a.X —=BY),

MN3BECTUA PAH. CEPUS BUOJIOTUYECKAA  Ne 1

rne r; U ¥, — penpoayKTUBHbIE TTOTEHLIMAJIbl MJIaJI-
el U cTapineil BO3PACTHBIX TPYIII, O U B — Koa(h-
GULMEHTHI, XapaKTepU3YIOIe WHTCHCUBHOCTU
BO3IEMCTBUS YMCICHHOCTE HEII0JIOBO3PEIOI0 1 II0-
JIOBO3PEJIOIO BO3PACTHBIX KJIACCOB Ha YMEHbIIIEHUE
poxmaemocTtu. C ydeToM 3TOro U IIOCie Iepexona K
0e3pa3MepHbIM TiepeMeHHbIM X = bRX u y = BY mo-
nenb (4) MoXeT ObITh ITpeoOpa3zoBaHa K BUIY

Xpt1 = (alxn + a2yn)exp(_pxn - yn):
Ynel = Xy + CVns

(5)
I1e a; = r, U a, = br, — HoBble 0003HaYeHUs1 KO3 hu-
LIMEHTOB, XapaKTepU3yIOILIUX PENPOAYKTUBHBIE TTO-
TeHIUAJbI, a p = 0./(bP) onKrchIBaeT OTHOCUTEIbHBII
BKJ1aJl MJIaJlleil BO3PACTHOM I'pyNIbl B IMUMUTUPOBA-
HHe BocCIpousBojcTBa. Moneiyib (5) B MepBylo ove-
pellb OpUEHTUPOBaHA Ha ONIMCAHUE JUHAMUKU TTOMY-
JISIUMIA, XapaKTEepU3YIOIIUXCSI OBICTPOM CKOPOCTBIO
co3peBaHus Mojoau. B Takux momyasinusix 3pesble
0COOM MPUHOCAT HECKOJIbKO TMOMETOB 3a CE30H, a
MOJPOCIIIME CEroJeTKU B TEYEHHE DTOTO K€ CE30Ha
JNIOCTUTAIOT 3pesIOCTU, HAYMHAIOT Pa3MHOXATbCs U
MPUHOCUTD ITOTOMCTBO.

OTMeTHUM, YTO YaCTHBIN ciay4dail Mmomenu (5) mpu
a; = 0 COOTBETCTBYET CUTYyallMU, KOTIa MOJIOAb 0~
CTUTAET 3pEJIOCTH U HAYMHAET Y4acCTBOBATb B PA3MHO-
xenuu 4yepe3 roxa (dpucmad u ap., 2010B; Frisman
etal.,2011; PeByukas u np., 2016; Neverova et al., 2018).

Br11o Takke npoBeneHo ucciaenoBaHue Moaenu (5)
M TI0Ka3aHO, YTO IaJeHHEe POXIAEMOCTH C POCTOM
YUCJIEHHOCTU 0co0eit oka3biBaeTcst 3(pOEeKTUBHBIM
MEXaHU3MOM PeTryJISIIUU pocTa yruciaeHHocTr (Ppu-
cMmaH u ap., 20156; Frisman et al., 2016; Neverova
et al.,2019). OnHako npu OOJBIIMX PEITPOTYKTUBHBIX
BO3MOXHOCTSIX M BBICOKOM BBIKMBAaeMOCTH OCOOEii
nageHne poXIaeMOCTU C POCTOM YMCJICHHOCTU MO-
2KET MPUBECTU K IOTEPE YCTOMUYMBOCTU U BOZHUKHO-
BEeHMIO KoJjiebaHuii. Tak, mpu OTHOCUTEJILHO OOJIb-
LIMX 3HAYEHUsIX a, Wi p (p = 1), T.e. B cilyyae Koraa
BKJIaJ B pa3MHOXEHME BHOCUT B OCHOBHOM CTapIIUii
BO3pacTHOI KJIacC, a JMMUTUPOBAHME POXIAEMOCTHU
OCYIIECTBJISIETCS IIPEUMYIIECTBEHHO MJIAIIIINM BO3-
pPacTHBIM KJIACCOM, MOTePsI YCTOMYMBOCTU, KaK U B
WCXOOHOI ofHOMEpHOIT Moaesu Pukepa, conpoBOX-
JIaeTCS MOSIBJICHUEM IBYXJIETHUX KOJeOaHWil U MO-
CJIEIYIOIIMM KacKaaoM yaBOeHus Iiepuopa. Ilpu
5TOM 4eM OOJibllIe 3HaYEHUE P, TEM IIpU O0Jiee HU3-
KOM 3HAY€HUM PEIPOAYKTUBHOTO ITOTEHIIMAJIa BO3-
HUKAaIOT KoJieOaHUsI.

ITpu GonbIIIMX 3HAYEHUSIX @ UJTA MATBIX 3HAYEHUSIX
p, T.. B CIy4yasix KOrJja OCHOBHOI BKJIaJl B pa3MHOXe-
HUE BHOCSIT CETOJIETKHU, ITOTEPS YCTOMUUBOCTU COITPO-
BOXKIAETCS TOSIBJICHUEM KBa3UINEPUOINUECCKUX KOJIe-
6aHuii (puc. 4a). MUHTeHCMBHOE pa3MHOXEHUE CEro-
JIETOK Y YyMEHBIIEHUE POXIAEMOCTA C POCTOM
YUCISHHOCTH PA3MHOXKAIOIIMXCS 0CO0ei CITOCOOHBI
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Puc. 4. a — 3ck13 mapamMeTpUIeCcKOro MOpTpeTa B IPOCTPAHCTBE MAPAMETPOB @ U dy, XapaKTEPU3YIOLINX PETIPOLYKTUBHBIE ITO-
TEeHLIMAJIbI MJIAAIICH U cTapiieil BO3PaCTHBIX TPYITIT COOTBETCTBEHHO, U IIPUMEPhI IMHAMUYECKUX peXMMOB Monenu (5). [Mpu
3HAYEHMUSIX TTapaMEeTPOB, MOMAAAIOIINX B KPUBOJMHENHBIN Cepblil TPEYroJbHUK, HA0II0aeTcs Iepexo K paBHoBecuo. [Tpu-
Mep TaKo IMHAMUKM JIJIsI 3HAaYSHU I TapaMeTPOB, COOTBETCTBYIOLIUX TOUKE A, TpuBeleH Ha rpadukax A. [1pu 3HaueHUsIX ra-
paMeTpoB, JeXallnX Hal BepXHeil KpUBOIi, HAOMOAAI0TCSl KBa3uIepruoaudeckue KojiebaHus: Touka B M COOTBETCTBYIOIIME
rpacduku B. [1py 3HaUSHUSIX TTApaMETPOB, HAXOISIIIIMXCSI IO HYDKHE KpUBOI, HAOJII0JAeTCsl HMKIIMYecKasl IMHAMUKA: TOYKa
C u cootBercTByOIIME rpaduku C — KoinedaHUs C MEPUOIOM 2. X, ¥ — OTHOCUTEIbHbIE YMCICHHOCTU MJIAIIIETO U CTapIlIero
BO3PACTHBIX KJIaCCOB, # — HOMEP MOKOJIEHUSI. 6 — KapTa TMHAMUYECKHUX PEXVUMOB MOZENH (5) B MPOCTPAHCTBE MapaMeTPOB a;
U a,, Yucna — nepuoasl Kosebanuii yuciaeHHoct, HJ1 — HeperyyisapHad AMHaMUKa.

MIPUBECTU K BO3HUKHOBEHUIO CIIOXKHOOPraHU30BaH-
HBIX KOJIeOaHUI YucIeHHOCTU. UMEHHO 3TOT Mexa-
HHM3M, IO-BUIVNMOMY, OIIPEAS/ISIONINI B MOBEASHUI
YMCJIEHHOCTH MEJIKMX MJICKOITMTAIONINX, TAKMUX KaK
JIEMMUHTHY 1 HEKOoTophbIe roneBku (YepHsiBckuii, Jla-
3ytkuH, 2004; Krebs, 2013).

B nmapamMerpuyeckoM mmpocTpaHcTBe Moneu (5) Ha-
psimy ¢ HeperyJIsipHOM TMHAMUKOM CYIIECTBYIOT 00JIa-
CTU C PETYJISIPHON JTUHAMUKON — NEPUOINYECKUMU KO-
JedaHussMu (puc. 40). BaxkHoe paznune B HOBEICHUN
CHCTEM IVUHAMUKM ITOIYJISILMIA C TIePeKPhIBAIOIIMMCS
TOKOJICHUSIMU U TIOMYJISILIAM ¢ HETTePEKPhIBAIOIITUMMUCS
MOKOJICHUSIMM — peajn3aiusl Kackana OudypKarmit
YIBOEHMSI TIEPHOIA HE TOIBKO C POCTOM PEIPOAYKTHUB-
HBIX MOTEHIMAJIOB O0cOo0eii, HO M NpU U3MEHEHUU
3HAYEHU MapaMeTpa, XapaKTepU3yIoIIero JMMUTH -
poBaHME POXIAEMOCTHU.

B xone wucciemoBaHusi Mojaeneil ¢ BO3pacTHOM
CTPYKTYpoOii Oblla OOHapyXeHa MYJbTUCTaOUIb-
HOCTb. Harpumep, BO3MOXeH nepexol1 K yCTOMINBO-
MY HETPUBUAJIbHOMY PaBHOBECHUIO WM YCTOMYUBBIM
3- unu 4-neTHUM KosiebaHusaM. Tun AuHaMu4eckoro
pexXuma orpeaelisieTcsl B 3TOM ciiyyae HadaJbHBIMU
YCIOBUSIMM, HeOOoJIblIasi Bapualius KOTOPBIX CIO-
CcOOHa U3MEHUTDb TUI TMHAMUKU. OTMETUM, UTO Te-
puoanYecKrue U3MEeHEeHUsT YUCIEHHOCTH ¢ Tipeobia-
naHueM 3—4-JIeTHUX [MKJIOB HAOII0IaIMCh B MOITY-
JISIMSAX JJEMMMHIOB M HEKOTOPBIX BUIOB MOJEBOK
pona Clethrionomys, oOUTaIOIINX B JIECOTYHIPE U CE-
BEpHOI1 YacTu JiecHOl 30HbI ['omapkTuku (YepHsiB-
ckuit, Jlazyrkun, 2004).

MN3BECTUA PAH. CEPUA BUOJOTUYECKAA  Ne 1

MVIIbTUCTABUJIBbHOCTD B MOAEJAX
JTMHAMUKHN YUCITEHHOCTH IOITYJIA LN
C YYETOM BO3PACTHOU A ITOJIOBOU
CTPYKTYP

HMccnenoBanneM AMCKPETHBIX BO BpeMEHU MaTe-
MaTUYECKHUX MOJeNeil TUHAMUKUA YUCIIEHHOCTH T10-
MyJIsUiA ¢ BO3PAaCTHOM 1 IOJOBOI CTPYKTYpOM 3a-
HuMaauchk MHorue aBTopbl (Caswell, Weeks, 1986;
Lindstrom, Kokko, 1998; Caswell, 2001; Shyu, Cas-
well, 2016; u ap.). B pe3ynbrate n3ydyeHUSI COOTBET-
CTBYIOLIIUX MoeJieii 0b110 moka3aHo (Frisman ef al.,
1982; Caswell, Weeks, 1986; Lindstrom, Kokko, 1998;
Caswell, 2001; ®dpucman u ap., 20106; Revutskaya
etal., 2012), yTo Ha XapakTep IMHAMUKU TTOITYJISILIUU
BJIVISIOT TaKue (PaKTOphl, KaK pa3Mep rapema, IioT-
HOCTHO-3aBUCUMAasT PETYJISILUs YUCIIEHHOCTH, KOH-
KYpPEHILIYS caMIIOB 3a CAMKY, OCOOEHHOCTH TePPUTO-
pUABHOTO pacIpelesIeHUsI CAMOK U CaMIIOB.

PaccMoTprM TOITYJISITINIO C CE30HHBIM XapaKTe-
pPOM pPa3MHOXEHUS, COCTOSIIYI0O W3 TpeX TPYIIL:
MJIaIIel, BKJIIOYaloleil B cebsl HEemoJIOBO3PEbIX
ocob6eii (P), 1 IByX CTapIInX, MPeICTaBAeHHBIX I10-
JIoBO3peabiMu camKamu (F) u camiiamu (M) B n-ii ce-
30H pasMHoOXeHUs. IIpenmnonaraercst, YTo BpeMeHU
MEXITy IByMSI TIOCJIeTOBaTeIbHBIMU TTEpHOTAMU pa3-
MHOXEHMSI TOCTaTOYHO JUISI pa3BUTHST 0cobeil mtami-
LIIETO BO3pacTa A0 MOJIOBO3PEIOT0 COCTOSIHUS.

IMpenmonaraercst, 4To POXKIAEMOCTh 3aBUCHUT OT
COOTHOIIEHMST YUCIIEHHOCTEH MOJIOBO3PEBIX CaMOK
1 CaMIIOB U MOXKET OBbITh OMMKCaHa ¢ MTOMOIIbIO (PYHK-
uu obpaszosanus nap (Caswell, Weeks, 1986):

o(F,,M,) = 2F,M,[(F,[h+ M,),
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Ilie 1 COOTBETCTBYET CpeITHEMY pa3Mepy rapema 1 xa-
pakTepu3yeT TUI OpayHbIX OTHOIICHUI B MOITYJSI-
UM (Ipyu MOHOTaMUU A = 1, mpu TTOJUTUHUM h > 1,
npu nonuaHapuu A < 1). I Toro 4To0B 130€XKaTh
“3aBBIIICHUS” POXIAEMOCTH IJIsI TTOIYSILIUMA, B KO-
TOPBIX CAMKM JAIOT MOTOMCTBO 1 pa3 3a ce30H pa3-
MHOXeHHS, (QYHKIHMIO OOpa3oBaHMsS IIap MOXHO
npeobpaszoBaTh K Buny (Bessa-Gomes et al., 2010)

o(F,, M,) = min[F,.2E.M, [(F,/h + M,)].

VYcnoBue mnepekimodeHusT (GyHKIMM OOpa3oBaHUS
Imap COOTBETCTBYET OaJlaHCy ITOJIOB B MOMYJISIIUM U
umeet Bung F = hM, tne hM — duciio caMoK, KOTOpoe
MOXET OBITh ITOTEHILIMAIBLHO OILIOAOTBOPEHO CaMlIaMM
YHUCJIEHHOCTHI0 M CO cpeagHrM pa3MepoM rapema /.

Mopnenu c¢ ¢dyHKIMed oOpa3oBaHUs Iap MOTYT
MPUMEHSITLCS IJIs1 aHAJIW3a U OMMUCAHWST TUHAMUKU
HACEKOMBIX, IPECMBIKAIOLINXCS, NTUL U MJIEKOIIH-
taromux (Frisman ef al., 1982; Molnar et al., 2008;
Miller, Inouye, 2011; Gerber, White, 2014).

[IpenmosoxmM, YTO BBIKWBAEMOCTH HETIONIO-
BO3pPEJIbIX CAMOK M CaAMIIOB IO MOMEHTA JOCTUKEHUSI
TTOJTOBOM 3PEJIOCTH He pa3INIaroTCs U TMHEHO YOBI-
BalOT C POCTOM YMCJIEHHOCTEM BO3PACTHBIX KJIaCCOB,
MpUYeM BJIMSTHHE TIOJIOBO3PEJIbIX CAMOK M CaMIIOB
IToJIaraeTcs OMMHAKOBBIM:

w =w, =1— 0P —PF + M),

e o ¥ B — KoabOUIIMEHTHI, XapaKTepU3youe HH-
TEHCUBHOCTb CHUXXEHHUSI BBLDKMBAECMOCTU MOJIOAU,
KOTOpO€ BBI3BAHO KOHKYPEHTHBIM B3aMMOIECHCTBU-
€M MEXIy MOJIOBO3PAaCTHBIMU KJIacCaMU COOTBET-
cTBeHHO. bynem monarath, 4To MPUA OTPULIATETBHBIX
3HAYCHMSIX, BOZHUKAIOIINX IIPXA OOJIBIINX YMCIICH-
HOCTSIX, (DYHKIIMST BBIKMBA€MOCTH MOJIOAM OOHYJISI-
ercst. C OMOJIOTMYECKO TOUKU 3pEHUST 3TO MOXHO
MHTEPIPETUPOBATh KaK rMOejIb IIPUILIONA COOTBET-
CTBYIOLLIETO IoJla B CUJIY BbICOKOKM BHYTPHUBUOOBOM
KOHKYPEHIIMHU 32 PECYPCHI.

C yyeToM OIUMCAHHBIX MPEATOJOXEHUI MOAEb
MOXET OBITh 3alMcaHa CUCTEMOM TpeX pPeKyppeHT-
HbIX YpDABHECHU:

P, = amin[F,2F,M,[(F,[h+ M,)],
Fy =8[l—ob, = B(F, + M,)| P, + s, (6)
M,y =(1-8)[l-ab,—pF,+ M,)]|P,+vM,

rae a — K03 GUILIMEHT pOXIAeMOCTH (CpeIHee Ync-
JIO TIOTOMKOB, IPUXOISIINXCS HA OOHY OpavyHyIo ma-
py); O — D0JIA CAMOK Cpeay HOBOPOXKIEHHBIX; S U V —
BBIXKMBAE€MOCTH TTOJIOBO3PEILIX CAMOK U CAMIIOB CO-
OTBETCTBEHHO.

INoTepst yCTOMYMBOCTA paBHOBECUS CUCTEMBI (6)
MOXET MPOMCXOAUTH Mo clieHapusiM Helimapka—Ca-
Kepa u yaBoeHus nepuoga. C gaaipHEUIIIUM U3MEHe-
HUEM MOJICJIbHBIX ITapaMeTPOB BO3MOXEH MepeXo K
XaoTHyeckoil nfuHamMuke. OTMETUM, YTO HaOI01ae-
MBI€ CJIOXKHBIE OM(pypKaIny XapaKTepHEI U I Ipy-

MN3BECTUA PAH. CEPUS BUOJIOTUYECKAA  Ne 1

TMX OTOOpaXkeHMIi, HalIpuMep TPEXMEPHOIo OTOOpa-
XKeHuss DHo u ero Moaudukauuii (Gonchenko,
Gonchenko, 2016; Jiang ef al., 2016; u np.). B mapa-
METPUUYECKOM IPOCTPAHCTBe Mozaenu (6) nuMeroTcs
o0JiacTu MyJbTHUCcTabuabHOCTU. Pa3zoBoe MpocTpaH-
CTBO MOZEIMU ApOOUTCS OacceiiHaMM IIPUTSKCHUIA
COCYIIECTBYIOIIMX AUHAMUYECKMX PEXKMMOB. B mu-
HaMMKe peabHBIX IOy “TIepecKOKM” 1o bac-
ceiiHaM COOTBETCTBYIOT CMEHE JIMHAMUYECKOIO pe-
XK1Ma, KOTopasl IPOSIBIsIeTCs TU00 KaK M3MEHEHUE
neproaa KojebdaHuii, 1M00 KaK BOSBHUKHOBEHME WU
ncuesHoBeHUe ¢urykryauuii. CocylecTByIOILIne pe-
XKMMBI BO3HUKAIOT KaK B pe3yibraTe OudypKamuii,
TaK M BCJICACTBHE TIepeKIroueHUs (GyHKIIMU 00pa3o-
BaHUS map.

Hccnenosanve momenu (6) BBISIBUIO CIOXHBIE
CBSI3U MEXIy COOTHOIIIEHWEM YHCJIEHHOCTEl MOJIOB
U XapaKTepoM IUHAMUUYECKOTO MOBEACHUS MOIYJIsi-
uuu (PeByukas u np., 2017). B nonyasinusix, TuHa-
MUKa KOTOPBIX MOXET OBITh OITMCaHa MOMAENIbIO (6),
Mepexo]bl MEXIY Pa3HbIMU PEXMMaMMU BO3HUKAIOT
HE TOJbKO B pe3yJibTaTe M3MEHEHUWM ITOIMyJISILIMOH-
HBIX TapaMeTpoOB, OMPEAESIOUIMX MPOLECChl BOC-
MPOM3BOJICTBA U CAMOPETYJISILIMU, HO U B CUJTY CMEHBI
MpUHIMIIA 00pa3oBaHus nap. BeisgBiieHHAasT MyJIbTH-
CTa0WJTBHOCTh TTO3BOJISIET 3aKIIFOUUTh, YTO BapHUaLUs
YUCJIEHHOCTH TIOITYJISILIMM, BELYIIAsk K U3MEHEHUIO OT-
HOIIIEHUST YMCIICHHOCTEH TOJIOB, YCJIOXKHSIET TMHAMUKY
nonysiyu. [Ilpr 3TOM BO3HUKAIOT TPYAHOCTUA TIpU
UAEeHTU(DUKAIIMA TUTIA HAOII0JAEMOT0 TMHAMUYECKOTO
pexuMa, MOCKOJbKY TpaekTopus (GopMHUpyeTcs Mo
BO3JICVICTBUEM MPOLIECCOB CAMOPETYJISIIIUNA U CMEHBI
TUIIa 00pa3oBaHUs Map, BbI3BAHHOU pa3InyueM Yrc-
JIEHHOCTE TOJIOB.

CMEHA PEXMMOB IMHAMUWKHA
B IMTOMNYJIALUUAX: BIUAHUE
MOAUPULHMPYIOLLINX DAKTOPOB

BiusHue BHemIHUX (pakTOPOB Ha HUKIUYECKYIO
JTUHAMUKY MOMYJSIIUA — BaXKHOE HarpaBjieHUEe KC-
clleloBaHUWM B MaremaTtuyeckoil skosioruu. Ilpu
9TOM aHAJIU3UPYIOTCS HE TOJIBKO 3aKOHOMEPHBIE KO-
JieGaHUsI YMCIEHHOCTH, HO 1 SIBHbIE ITEPEXOIbl OT O/1-
HUX JTMHAMMWYECKUX PEXUMOB K ApYyruMm. CreneHb
BJIMSIHUSI BHEIIHUX W BHYTPUITOIYJISIIIMOHHBIX (haKTO-
POB He OIMHAKOBA JIJIs1 Pa3/IMYHbBIX BUIOB PACTEHUI U
JKMBOTHBIX. boJiee Toro, oHa MOXET 3HAYUTEJIbHO U3-
MEHSITBCS 1aKe JIJIST OMTHOTO U TOTO XK€ BUJIa B 3aBUCH -
MOCTHU OT TOTO, B KaKOil MPUPOIHO-KIMMaTUUEeCKU
30HE OH O0OUTAaeT.

B pamkax pgaHHoOrOo pasmena, paccMaTpuBaeTCs
CUTyallusl, Korna AMHAMUKa TONYJsIUU OTpenesis-
eTcsl KaK MpolieccaMU aBTOPETYJISILIMU, TaK U BIUSI-
HYeM BHEIIHUX (haKTOPOB.

Bausnue cayuaiinvix pakmoposé na ounamuxy nony-
Aauuu ¢ 08yms eo3pacmuuimu kraccamu. IlpumeHeHne
Mopaenu (5) K onmMcaHuIo IMHAMUKY NOMYJISIIIUA PhI-
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Puc. 5. a — ] v 2 — peanbHas 1 MofieJIbHAs TOAOBasi NMHAMUKA TIOITYJISIIIMUA PBIKE TTOJIEBKA COOTBETCTBEHHO; O — MMHAMUKa
OTHOCHUTEIbHBIX YUCTIEHHOCTEN CeroJIeTOK (X) — 0co0eii, pOsKASHHBIX B TEKYILIEM ro/ly — U B3pOCJIbIX 0cobeii (1), a TakKe cpel-
HUX 3HAYEHU rTuapoTepMudecKoro koadouuuenrta CemnstHuHoBa (S).

Xeil moneBku Myodes glareolus Ha OCHOBE TaHHBIX
MHOTOJIETHUX YYE€TOB Ha TEPPUTOPUU Y IMYPTCKOIO
crauuoHapa (XKuranbsckmii, 2011) maao ymoBiIeTBO-
PUTENIBHYIO anIpoKcuMalinio. MoaeabHast TpaeKTo-
pHS OIMMCHIBACT TEHACHIIUIO TUHAMUKHI, OTHAKO HE
TIOJTHOCTHIO YJIaBIMBAET IMTMKU YU CIICHHOCTH TTOMYJIST-
Ly pbikeil moneBku (®pucman u ap., 20156). ITo-
BUIMMOMY, DacXOXIeHWEe NaHHbIX HaOJOACHUN U
MOIETUPOBAaHUS CBSI3aHO C BIWSHUEM BHEITHUX
¢daKkTOpOB.

OIuH 13 OCHOBHBIX (PaKTOPOB, BIMSIOIINX Ha pe-
MPOAYKTHUBHYIO aKTUBHOCTh MHOTUX I'PBI3YHOB, — 3a-
ac KOPMOBBIX pecypcoB. POCT aKTMBHOCTH pa3MHO-
XKEHUSI NOpH YBEIUYCHUM OOWINS KOpMa HOCHUT
“B3pBIBHON” XapakTep. [Ipy mpouymx paBHBIX yCJIO-
BUSIX 3TOT MPOLIECC MOXHO OMNKUCATh SKCIOHCHIIM-
apbHOI (pyHKumMeit. Takoif Imomxod, B YaCTHOCTH,
OB YCIIEIIIHO IPUMEHEH 11 OTIMCaHUS 3aBUCHUMO-
CTH pOCTa AKTUBHOCTU Pa3MHOXCHUS MaHbYXKYp-
CKUX O€JIOK IpU YBEJIMYECHUN YPOXKAWHOCTH KEIpO-
BbIX opexoB (Ashichmina ef al., 1985). AnexBaTHBIX
MNPSIMBIX OLIEHOK OOMJIMSI KOPMOB JJIsI phIKeii IToJIeB-
KU, TIO-BUANMOMY, He CylIecTByeT. MBI mpemjiaracM
KCIOJIb30BaTh B KAYECTBE MHAMKATOPA OOUJIUS KOp-
MOBBIX 3aIIacOB TMAPOTEPMUYECKUIT KO3(PDPUILIMEHT
CensiHuHOBa (S,), KOTOPBIA XapaKTepU3yeT BJIAro-
00€eCITeYeHHOCTh TeppUTOpUU. BHemHMii dakTop
IO3BOJIMJI OTJIOBUTH OCHOBHBIE ITMKM YUCICHHOCTU
NONYJISINUY U YIYYIINTh aAeKBaTHOCTh MOJECIIN. DTO
CBSI3aHO C TE€M, UYTO KO3(DPUIIMEHTHI, XapaKTePU3YIO-
II1e peNpOAyKTUBHbIE IOTEHIIUAJIBI OCOOei, HE I10-
CTOSTHHBI, X 3HAYE€HMSI 3aBUCST OT BJIaroo0ecreueH-
HOCTHU TeppuTtopuu (puc. 5).

JanpHelilee Ucciief0BaHNEe MOIEIU C IByMSI BO3-
PacCTHBIMU KJIaCCaMM C YYETOM BIMSTHUS KJIMMaTH4e-
CcKUX (paKTOPOB Ha MPOLECChl BOCOPOM3BOJICTBA I10-
Kazajlo, YTO YUCJICHHOCTb MOMYJISIUN IOCTOSHHO
TMepEeXOoanT U3 OTHOIo OacceifHa B Ipyrou M JIMIIb B
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OTIEJIbHBIE TOABI HEHANOJTO 3a0€PXKUBAETCA B IUa-
Ma30He 3HAYEHUI IMapaMeTpoB, IPU KOTOPBIX Ha-
OyroaroTCs CXOOHBIE PEXUMBI TMHaMUKHK (Neverova
etal.,2019).

Bausnue npomwvicaosoeo uzsamus Ha OUHAMUKY
CMPYKMYpPUpo8anHoil honyiayuu. BavsiHue MpoMbic-
JIOBOTO M3BATUS Ha AUHAMUKY YHUCICHHOCTU IMOITY-
JIILUI  pacCMOTPEHO MHOTUMM MCCJIeAOBaTEISIMU
(Ricker, 1954; Beverton, Holt, 1957; Beddington,
May, 1977; Ckaneuxas u ap., 1979; Abakymosn, 1993;
Lande ef al., 1997; Braumann, 2002; Jensen, 2002;
Runge, Johnson, 2002; ®pucman, Jacrt, 2005;
Wmenn, 2007; Rolland ef al., 2011; Wikstrom et al.,
2012; Cid et al., 2014; Isomaa ef al., 2014; AGakymoB,
Wspamnsckuii, 2016; Segura et al., 2016; u ap.). B
GOJIBLIMHCTBE CIIy4aeB pellaanuch 3a1a9i ONTUMM3a-
LM TIPOMBICJIOBOTO U3bSITHSI.

C mpoGieMoii palMoOHaJbHOIO KCHOJIb30BaHMSI
CaMOBOCITPOU3BOISIIIMXCSI PECYPCOB OJIHOM U3 mep-
BBIX CTOJIKHYJIAaCh UXxTUoJiorus. B koHue XIX B. ObL10
OTMEUEHO, YTO IOJISI HEKOTOPHIX BUIOB PBIO (0oceTp,
Oenyra, casaH, Jielll, BoOja W 1Ip.) B yJioBaX cTaja
YMEHBIIATbCSI € KaxXabiM rogoMm. CliemoBaTesIbHO,
HaunOOoJIbIlIee PA3BUTHUE IMOMYUYWIN CTPATETUM, OPU-
€HTUPOBaHHbIE Ha ONTMMU3ALIMIO MPOMBICIA PhIO-
Heix nonyisiuuii (bapanos, 1918; Graham, 1935;
Ricker, 1954; Schaefer, 1954; Beverton, Holt, 1957;
Ricker, 1954; u np.).

Ocob6oe BHMMaHMe OBLIO YIEISHO 3a7adaM ONTH-
MM3ALUU TPOMBICTIA IJIsI MOJEJIEM OMHOPOAHOM IO-
nynsuun (Ceupexes, Eausapos, 1972; Swan, 1975;
Ckaneuxkas u ap., 1979; Abakymos, 1993). Bmecte ¢
TeM Hay4yHO 00OCHOBaHHAas dKCIUTyaTalus OMOJIOT U -
YeCKMX PECYpPCOB TpeOyeT IeTaJbHOTO MU3YUYEHUS UX
nonyJISIHMOHHOI cTpyKTyphl (CBupexes, Ennzapos,
1972; Beddington, Taylor, 1973; Koanu, 1979; Cka-
Jeukast u ap., 1979; Jensen, 1996; Langvatn, Loison,
1999). Bo-nepBbIX, 3TO OOYCJIIOBJIEHO T€M, YTO IIO-
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MOJTHEHHE TOITYJISIHUN — CJIOXHBII Mpoliecc, BKITIO-
yalIuii B ce0s1 He TOJBbKO POXAAEMOCTb, HO U BbI-
JKMBAE€MOCTb HEIMOJIOBO3PEbIX 0CO0ei, a TakxXe Te-
pexombl MIIAAIINX OCOOEi B cTapllne BO3pPaCTHBIE
KJacChl M T.I.; Ha BCE BTU IIPOLECCHl U3MEHEHME
IUIOTHOCTU TIOMYJISILMM M MPOMBICET OKa3bIBalOT
pasnmuyHoe BiausHHe (Bergman ef al., 2015). Bo-BTo-
PBIX, B OOJIBIIIMHCTBE CTy4aeB 9KOHOMUYECKU BHITOI -
HO MCMOJIb30BaTh UM depeHIIUPOBAHHBIN TPOMBICET
(Komwm, 1979). Hammpumep, oceTpoBbI€, CUTOBBIE W
JIOCOCEBBIC PBIOBI B 3aBUCUMOCTH OT BO3PAacTa UMEIOT
pa3HyIo IIPOMBICIOBYIO LieHHOCTh (Ppucman, Jlacr,
2005).

HauGonee n3BeCTHHI ABE CTpaTeruy yIpaBICHUS
IIPOMBICIIOM, TIPYM KOTOPBIX MpearnojaraeTcsl IioT-
HOCTHasl peryjsauusi pocrta nomnyasauuit. IlepBas
CTpaTervsi OCHOBaHa Ha KOHLIECIIIMY €KETOOIHbBIX U3-
JIMIIIEK ypoxKasi, BTopasi — Ha KOHILIENIUW MaKCHu-
MaJIbHOTO YpaBHOBEIIEHHOTO M3bATH (Bergman et al.,
2015). B xome mccrnemoBaHUSI OTMHAMUKUA IBYXBO3-
PacTHOM AKCIUIyaTUPYyEMOM MONYJISILIUM OBbLIIO MOKa-
3aHO, YTO MAaKCUMAaJIbHBII YCTOMYMBEIN (OIITUMAIIb-
HBII1) IPOMBICE] BO3MOXEH IIPU M3BITHU OCOOEi
TOJBKO M3 OJHOro BO3pacTHOro kjacca (XKmaHosa,
®pucman, 2013; PeByukasi, ®pucman, 2017).

XOopoI1110 U3BECTHO, YTO BeJIEHME IIPOMBICIIA C OIl-
TUMAaJIBHON DO N3bITHSI, 00eCIIeUMBaIOIIeii MaKCH-
MYyM PaBHOBECHOTO YpOKasi B OAHOPOIHOM TTOITYJISILINHI
(T.e. 6e3 yuera BO3PaCTHOM CTPYKTYPhI), IPUBOIUT K
crabmam3auuu ee uucieHHoctu (®PpucmaH U Ip.,
2003). BMmecTe ¢ TeM oKazajloch, YTO AUHAMUKA IKC-
IUTyaTUPYEMOM ITOIYJISIIUU C BO3PACTHOM CTPYKTY-
PO YCIIOXHSIETCS, €CIN YUYECTh TOT (PAKT, YTO OCOOM
pa3HOIro BO3pacTa C Pa3jIMYHONM CTEeNeHbI0 MHTEH-
CUBHOCTH BJIMSIIOT Ha IIPOLIECCH POKIAEMOCTH WA
BBIKMBaeMOCTHU. BbUIO IToKa3aHo, YTO paBHOBECHBIM
MPOMBICE]T U3 JIBYXBO3PACTHOM MOITYJSILIUU, OCHO-
BaHHBI Ha CTPAaTeTUM U3BITUS C IOCTOSIHHOI OITTH-
MaJBHOM JOJel, BO3MOXEH B OrpaHMYCHHON 001aCcTh
rapaMeTpUYeCKOro IPOCTPaHCTBA, Ie CTallMOHAPHBIE
peleHus ycroitumsbl (HeBepoBa u nip., 2016, 2017; Pe-
ByuKasi, @pucman, 2017). B cirydae morepu ycroimau-
BOCTU PaBHOBECHOI YHCJICHHOCTU 3Ta CTpaTerus
MIPUBOANUT K KOJIEOAHUSIM U IIEPECTAET ObITh KaK PaBHO-
BECHOI, TaK 1 ONTUMajIbHOM. CTadmim3anus JMHAMM-
KW CHUCTEMBI TPOMCXOIUT TPU CTpaTeruyd MpOMBICIIA,
OCHOBAHHOI Ha PeTyJISIPHOM U3bITUH “U3JIUIIKA” YHC-
JICHHOCTHM Haj 3Ha4eHHEM, COOTBETCTBYIOLIMM BEJIM-
YHEe MaKCUMaJIbHOTO BOCITPOU3BOICTBA MOMYJISILIAN
(PeByukast, @pucman, 2017).

Crparerni, OCHOBaHHBIE Ha MaKCHUMaJbHOM
YPaBHOBEIIEHHOM U3bATUU, MOTYT IIPUBECTH K KaTa-
CTpOUYECKUM ITOCJIEACTBUSIM, BIUIOTH 10 BBIPOXKIE-
Hus nonynssuun (Larkin, 1977; Ludwig ef al., 1993;
Lande ef al., 1995; Finley, 2011). HeobpaTtumbie 13-
MEHEHMS B OKCIUTYaTUPYEMBIX IMOIYISILHUSAX MOTYT
OBITH BBI3BAHBI HE TOJBKO BO3IECTBUEM TTIPOMBICIIA,
HO Y BIIMSTHUEM TIPOLIECCOB CAMOPETYJISILIMI B COBO-
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KyTITHOCTHU C (paKTopaMM BK30T€HHOI MPUPOJbI, Be-
IYyIIUMU K BaprUallMd CKOPOCTU POCTA MOTYJISILIAY U,
clienoBaTeibHO, K daykTyauusim (Fryxell et al., 2010)
WIN Jaxe K CMeHe TUHAMHYECKOTO peXXruMa.

OTMeTHUM, YTO pabOTHI, B KOTOPBIX YYUTHIBACTCS
BO3MOXHOCTb MYJIbTUCTA0MJIBHOCTH B 9KCIUIyaTHUPY-
eMbIX TTorysuusx (Saucedo-Solorio ef al., 2002; Pis-
archik, Feudel, 2014; ®pucman u ap., 20150), BcTpe-
YaloTCs HOCTAaTOYHO peako. OmHaKO TaKOM ITOIXOIH
MMO3BOJISIET U3Y4YaTh U YYUTHIBATh BO3MOXKHOCTb CM€-
HBl JUHAMMWYECKOIO peXMMa B 3KCIUIyaTUPYyeMOM
nomyiasnuu. B yacTHOCTH, OBLIO ITOKAa3aHO, YTO IS
SKCIJIyaTUPYEMOM  ABYXBO3PACTHOW  MOIYJISILIAA
(Kak ¢ y4eToM II0JIOBOIT CTPYKTYphI, TaK 1 0€3 HEro)
COXpaHSIeTCSI BO3MOXKHOCTb peajn3alui pa3IMmIHbIX
JIUHAMMUYECKUX PEXKXUMOB IIPU OJTHUX U TEX K€ 3HaUe-
HUSIX MHOIYJISILIAOHHBIX IapaMEeTPOB B 3aBUCUMOCTU
OT HaYaJIbHOI YMCJIEHHOCTHU, XapaKTepHasl OjIsd CBO-
0onHO pas3BuBalolleiicsa mnomyisauuu (HesBepoBa u
ap., 2016, 2017; Pesyukast u ap., 2018; Neverova et al.,
2018). CnemoBatenbHO, YTOOBI CTAOMIN3UPOBATH T~
HaMWUKy, HEOOXOIMMO TEKYIIYyl0 YMCJIE€HHOCTh
“yoep>XuBaTh”’ B OacceiiHe IMPUTSKESHUSI MHTESPECYIO-
IIEro pexXrMa, HallpruMep, IIyTeM YMEHBIICHUS YC-
JICHHOCTM OJHOI0 M3 IOJOBO3PACTHBIX KJIACCOB.
BMmecTe ¢ TeM BO3HMKAIOT CIIOXXHOCTH IpPU IIPOTHO-
3UPOBAaHUM MOIYJISILUOHHON TMHAMUKM, IIOCKOJIBKY
IMIPOMBICEJT MOXKET CMECTUTh TEKYIIYIO YMCIEHHOCTh
M3 OOHOI0 bacceiiHa IMPUTSKEHUS B IPYTOM U IIpUBE-
CTH K U3MEHEHUIO TUITAa TMHAMMWKM YMCICHHOCTH.

Bausnue ckopocmu éoccmanoenenus pecypcos. st
U3Y4EeHUs BIUSIHUSI CKOPOCTU BOCCTAHOBIIEHUSI pe-
CYpPCOB Ha JUHAMMKY TTONYJISIIIMK MpeaIaracTcs uc-
MoJIb30BaTh Mojaeab MopaHa—Pukepa ¢ 3ama3nbiBa-
HUEM

X4 = GX, EXP —Z bx,.; |, (7)

i=0

IJe X, — YUCJICHHOCTb MOMYJsSNU, C KOTOPOil oHa
BCTYITaeT B n-U TIepHUOI pa3MHOXEHHUS, @ — PEIpo-
TYKTUBHBIN MOTEHITWAJ TOIYJISIIIUNA. DKCITOHEHITH -
aJIbHBIM MHOXXUTEIb XapaKTEePU3yeT IKOJOTNUeCcCKoe
JIMMATUPOBAHUE POCTA YUCICHHOCTH ITOMYJISIIAM,
m — 3HAYEeHUST BPEMEHHOTO JIara, T.¢. YMCJIO TTIOKOoJIe-
HUi1, B TeUeHUE KOTOPBIX CKa3bIBAlOTCSI OrpaHUYe-
HUS peCypPCOB XKU3HEIeATCIIHBHOCTH.

ITpu m = 0 ypaBHeHUe (7) CBOOAUTCS K KjIaccuye-
ckoii mogenm Pukepa (Moran, 1950; Ricker, 1954), B
KOTOPOIi IIPEAIIoJaraeTcsl, YTo KaxK/Ioe ITOKOJICHUE
“ToJiy4aeT” OJMHAKOBbIIf 00BEM 3KOJIOTUYECKUX pe-
CYpPCOB, HEOOXOAUMBIX IJIsI JKU3HEAEATEIbHOCTH, He-
3aBUCUMO OT IIPEAbIAYIIE WCTOPUM IIOITYJISIIIVN.
BDTO crnpaBeMIMBO IS TeX BUIOB, pecypcHasi 6asa
KOTOPBIX MOXET ITOJIHOCTHIO BOCCTAHOBUTHCS 3a Bpe-
Ms MeXny IiepuogaMu pasmHoxeHus. I[lpu m = 1
MpearnojaraeTcsi, YTo pPecypchbl, HEOOXOAUMBIE ISl
XKU3HEIeSITEIbHOCTH IOITYJISIIIM, CITOCOOHEI ITOJTHO-
CTBbIO BOCCTAHOBUTHCS 3a BPEMSI MEXKIY ABYMS CE€30-
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Puc. 6. Pe3ybraThl oncaHusl TMHAMUKY TUIOTHOCTUA HaCEKOMBIX MoJiesiblo MopaHa—Pukepa ¢ arom 1 rom. a — coBKa coc-
HoBas Panolis flammea, 6 — nisneHna cocHoBast Bupalus piniaria, B — cepasi TMCTBEHHUYHAsI JIMCTOBEePTKa Zeiraphera diniana.

In2— PC€aJIbHbIC 1 MOACIbHBIC JaHHbBIC COOTBETCTBCHHO.

HaMM pa3MHOXeHUs1. YpaBHeHue (7) B 3TOM cllydyae
MPUHUMAET BUJ,

Xp+1 = AXy CXP(_boxn - blxn—l)' (8)

IMapamMeTp b, OMMCBIBAacT yMEHBIIICHIE HEOOXOIM~
MBIX PECYpCOB, CBSI3aHHOE C MX NOTpebGIcHUEM
MpeabIAYIIIUM MOKOJCHNEM. YMEHBIIICHNE PECYPCOB
MOXET OBITb MHTEPIPETUPOBAHO KaK SKBUBAJICHT-
HOE YMEHBbIIIEHUE PENPOIYKTUBHOTO MOTEHIINAJIA TE-
Kyuiero nokosneHus. Ilapamerp b, xapakrtepusyer
MHTECHCUBHOCTbD IIJIOTHOCTHO-3aBHCHUMOTI'O 3KOJIOIM-
YeCKOT0 JUMUTUPOBAHUS B YCIIOBUSX OTPaHUYEHHO-
CTH PECYpPCOB, MIPUXOISIINXCSI HA OJHY 0COOb ITOMy-
JISILIA .

HccnenoBanue moaenu (7) mpu pa3audHbIX 3Ha-
YEHUSIX Jlara rmokasajo, YTO BKJIa MpeablayIuX Mmo-
KOJIEHUI B 9KOJIOTMIECKOE TUMUTHPOBAHHE TTPOIIeC-
COB BOCITPOM3BOJICTBA NMPUBOIUT K YCIIOXKHEHUIO T~
Hamuku Trorrysistimii (Neverova ef al., 2016). B memom
3aBUCUMOCTb TIOIMYJISILIUOHHOM TUHAMUKU OT CKOPO-
CTY BOCCTaHOBJICHUST PECYPCOB ITPUBOIUT K TOMY, UTO
MOMYJISILMST B OOJIBIIMHCTBE CTy4yaeB JEMOHCTPUPYET
KBa3WUTIEPUOINIECKYIO TMHAMUKY. JIByxJIeTHIE KOJe-
0aHMsI BO3HMKAIOT, KOTIAa OrpaHWYCHUE pOCTa YUC-
JICHHOCTH OCYILECTBJISIETCS] Yepe3 MIOTHOCTHO-3aBU-
CHMYIO PETYJISIHNIO B TEKYIIIEM TOIY.

Mopens Mopana—Pukepa mipu pa3HbIX 3HAYCHU -
SIX J1ara IpMMEHSIach IJIsI OIMCAaHUSI TUHAMMKM T0-
nynssuuit HacekoMbix (Neverova ef al., 2016). Ha puc.
6 TIpemcTaBIeHBI PE3YJIBTAThI OMMCAHUS TUHAMUKH
MHOITYJISIIMIA COBKM cocHOBOI (Neverova et al., 2016),
s aeHuBI cocHoBoit (Neverova et al., 2016) u cepoii
JIMCTBEHHWYHOI JuctoBepTku (Sadykova, Ne-
dorezov, 2013; Nedorezov, Sadykova, 2015) ¢ ToMomIs10
Monenu (8). OLeHKM TTapaMeTpOB MOJEIN MOKa3bIBa-
10T, YTO BO BCEX Clyyasix b; 3HAUUTETBHO OOJIbIIE b
(p =b,/b,60m0111€ 1), T.€. BKJIAI MPEIBITYLLIErO OKOIE-
HUS B TUMUTUPOBAHNE BOCIIPOM3BOICTBA MOITYJISILINN
CYILIECTBEHHO OOJIbllIe BKJaa TEKYIIETO MOKOJEHMUSI.
ToueuHble OLIEHKU COBKM COCHOBOI U TISIIEHUIIbI COC-
HOBOMI pacIiojiaralorcsi B 00JIaCTM KBa3uIEpUOdYe-
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CKMX KoJieOaHUit, TIe B ciaydae HeOONbIINX (DIIyKTya-
LM 3HAYEHUI @ U P XapaKTep IMHAMUKA COXPaHSIETCA.
BmecTe ¢ TeM ecTh BO3MOXKHOCTD IOIMadaHMs I1apa-
METPOB B 30HY OTHOTO M3 SI3bIKOB APHOJIbAA U TIepe-
XoJa OT KBa3sHIIEpUOAUYECKON TUHAMUKU K CTPOIO
nepuoandeckoii. TouyeuHast olleHKa ITapaMeTpOB ISt
Cepoii IMCTBEHHUYHOM JINCTOBEPTKY HAXOIUTCSI B OKHE
MEPUOINYHOCTH, KOTOPOE COOTBETCTBYET 18-JIeTHUM
kosiebaHusiM. OligHKa IMapaMeTpoB JISKUT BOJIU3U Tpa-
HULIBI, pa3aessitoleit 9- u 18-jeTHre UMUK, U GIyK-
Tyallus 3HAYEHU IapaMeTpoOB MOXET MPUBECTU K
cMeHe auHammuueckoro pexmuma (Neverova et al.,
2016).

Bausnue nepuoduueckux usmeneHUil @akmopos
eHeutrell cpedvt. OCOOBIII MHTEPEC IIPEACTABIISIET HAJIM -
qyye NepUuoIUIeCKUX U3MEHEHUI (haKTOPOB BHEIIHEA
cpelbl, KOTOPhIE, B YACTHOCTH, MOTYT IIPUBOAUTD K TIe-
PUOINYECKOMY N3MEHEHUIO PENPONYKTUBHOTO IIOTEH-
yaia MOIyJISILUI C CE30HHBIM XapaKTepOM pa3MHO-
keHus. [TogoOHast CUTyalyst MOXET OBITh OITMCAaHA C
MOMOIILIO ypaBHeHUs1 Pukepa ¢ IepuogndecKum
MaJIbTy3MaHCKUM TTapaMeTpoOM, YTO MO3BOJISIET y4u-
THIBaTh LIMKJIUYECKUE BO3ICICTBUS KaK 9K30T€HHOIM,
TaK U SHILOFCHHOﬁ npupoabl HaAa YNMCJICHHOCTD I10ITYy-
nauuu (Lmrodman u ap., 2016, 2017, 2018; ®pucman
u ap., 2019). MccienoBaHue mokasajao, YTO ypaBHE-
Hue Pukepa ¢ MajibTy3MaHCKUM ITapaMeTPOM, MEHSI-
IOLIMMCSI C TIEPUOIOM 2, HApSIOy C MYJIbTUCTAOUIIb-
HOCTBIO ITMHAMWYECKUX PEKUMOB UMeeT U (pa3oBylo
MYJBTUCTAOMIBHOCTh. B pesynbTare BO3MYILIEHUS
nepeMeHHOM win capura (asbl MaabTy3MAHCKOIO Ma-
paMeTpa MOXHO HaOMomath CABUT (a3bl KOJIeOaHUIA
WIM CMEHY CYILIECTBYIOIIEro pexuma. Momeiab nMeer
JIBa pa3HbIX YCTOMYMBBIX 2-JIETHUX LIMKJIA U ABE Pa3HbIe
CepUM Pe3yJIbTaTOB uX OMypKallMU IO CLEHapUIO
ynBoeHus1 nepuona. CieaoBarebHO, 2-JE€THUE KOJie-
0aHUSI YMCICHHOCTU B IEPUOINYECKH W3MEHSIIO-
meiicsl cpege MOTYT OBITh KaK CUHXPOHHBI, TaK U
ACUHXPOHHBI QJIYKTYyalUsIM CPebl OOUTaHMUSI.
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SAKJTIOYEHHUE

B coBpeMeHHOiIT OMOJIOTMM HAKOIMWJICS KOJIOC-
CaJbHBIN 00BEM BPEMEHHBIX PSIIOB SMINPUYCCKUX
JaHHBIX, CBUJIETCILCTBYIOIINX O TOM, YTO OMOJIOTH-
YyeCKMEe CHUCTEMBI O0JIaaloT CJIOXHOUW TUHAMUKOIA.
Hamnb6oiee sspkmit mpuMep — MCYe3HOBEHNE IIMKIJIOB B
MOMYJISIUSX METKUX MJICKOITUTAIOIINX, WU K€ CMe-
Ha Tnepuoaa KoaedaHuii. Takke MOTYT HaOII0aaThCs
pa3TMYHbIE TMHAMWYECKNE PEKMMBI B TTOITYJISIIIASTX
OJHOTO BHOA, KOTOpBIE OOMTAIOT B MaKCHUMaJIbHO
CXOOHBIX YCJIOBUsIX. Bee 3TH sIBJIeHMS BIIOJIHE OOBSIC-
HSIOTCSI BO3MOXHOW MYJIBTUCTAOMIBHOCTBIO ITITHA-
MUKW TIPUPOTHBIX MONYISINNA. DTO IIPUBOOUT K HEe-
00XOIMMOCTHU IIPOBEACHUSI KOMIUIEKCHBIX TEOPETH-
YeCKUX WUCCIeOOBaHUI OUHAMUKU HeJINHEWHBIX
CUCTEM M TUHAMMUYECKOrO Xaoca B DKOJIOTMYECKUX
cucteMax. K HacrosiiemMy BpeMeHU MOJYy4YMIIN pa3-
BUTHE HCCJIEIOBAHMS CIIOXKXHOM HEPETYJISIPHOM TNHA-
MUKU PU3NIECKUX, TEXHUUECKNX U MAaTeMaTUIEeCKUX
cucTeM, OOHaApYXKEHBI TaKE OCOOCHHOCTH UX TWHA-
MUKU, KaK PEerysspHbIe M XaOTUUEeCKMEe KOJIeOaHUsI,
OMCTAaOMIIBHOCTh M MYJIBTHUCTAOMIBHOCTB, CUHXPO-
HU3aLMs U KJIacTepU3alvs U T. 1.

M3BeCTHO MHOXECTBO COBPEMEHHBIX paboT IO
MaTeMaTUIeCKOMY MOIEITMPOBAHUIO TTOITY IAIIMOHHOMN
ITUHAMUKU. TpanuimmoHHO ISl ONMMCAHUs AMHAMMKHI
MPUPOIHBIX CHUCTEM MCIIOIBL3YIOT HETpepbIBHbBIE BO
BpeMeHM MozeNH. [1pr 3ToM BasKHBIM 3TarioM B TTOHU -
MaHUU MEXaHW3MOB, BBI3BIBAIOIIMX TOIYJISIIIMOH-
Hble KoOJebaHUsl, CTajo MPUMEHEHUE TOCTaTOUYHO
MIPOCTBIX PEKYPPECHTHBIX YPaBHEHUN K M3YICHHIO U
MOJIEJTMPOBAHUIO TMHAMUKY YUCJIEHHOCTHU TeX OHO-
JIOTUYECKUX BUAOB, KOTOPBIE XapaKTePpU3YIOTCS YeT-
KO BBIpa’KCHHBIM CE30HOM Pa3MHOXKCHUS U CTaIMii-
HOCTBIO pa3BUTUS. PeKyppeHTHBIE ypaBHEHUS MO3-
BOJIMJIA OOBSICHUTh PE3KUE KOJeOaHUST YUCICHHOCTHU
TTOMYJISTIIAI TIPY CPAaBHUTEITHLHO TTOCTOSTHHBIX BHEIII-
HUX YCJIOBUSIX.

Oxka3zajoch, 4TO MepruogndYecKre KojueoaHus, Ha-
OJiroJaeMbIe B XKMBBIX CUCTEMaX, MOTYT ONpPEacsiThb-
Csl HE TOJIbKO BHELIHMMHU BO3NEHCTBUSIMHU, HO U
BHYTPEHHMMH CBOMCTBaAMM CaMOI MONYJISILMOHHOM
cucteMbl. KpoMe TOro, 4acTo B 3KCIepUMEHTaJIbHBIX
U TIOJIEBBIX UCCJICIOBAHMSIX JaHHBIE COOMPAIOTCS pe-
TYJISIPHO B ONpeesIeHHbIe MHTePBaJIbl BPEMEHU, UTO
TaK>K€ yKa3blBaeT Ha 11eJIeCO00Pa3HOCTh UCITOJIb30-
BaHUSI peKyPPEHTHBIX YPaBHEHUIA.

B nepBoii yacTi 0630pa MpeacTaBlIeHbl METOALI 1
MOIXOIbI K MOJASTUPOBAHUIO TMHAMUKMU TTOITYJISILIAI
C UCHOJIBb30BaHUEM IMCKPETHBIX 110 BPEMEHU MOJIe-
neit. OnucaHa 3BOJIOLMSI HAYYHBIX UACH IO IIyTU
YCIOXHEHUS JUCKPETHBIX BO BpEMEHU MOACICH — OT
Mozaean MajbTyca IO COBPEMEHHBIX MOJACIICH, yar-
TBHIBAIOIIMX pa3Hble (DAKTOPHI, BIUSIOIIUE HA TIOITY-
JISIHMOHHYIO CTPYKTYPY M IMHAMUKY YMCIEHHOCTH, U
OTpaXKamIX OOJBIION CIEKTP BO3MOXKHBIX ITWUHA-
MUYECKUX PEeXUMOB. PaccMOTpeHbl TUHAMHYECKUE
3¢ PEeKTHI, K KOTOPBIM IIPUBOISIT MJIOTHOCTHO-3aBH -
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CUMast PETYJSILUS, YCIOXHEHNE BO3PACTHOM U CTa-
IVUUHONM CTPYKTYp U BIAMSHUE BHEIIHUX (paKTOPOB.
Bo BTOpoOIi yacTn 0630pa OyayT pacCMOTPEHBI AUHA-
Muueckue 3¢hdeKThl, BO3HUKAIOIIME B 3a7a4yax MO-
JIEJIMPOBAHMS TIPOLIECCa IBOJIIOLUN, a TAKXKE BIIUSI-
HUSI MUTpalliy Ha TUHAMUKY TIOTTYJISIIUA 1 OCOOEH-
HOCTH WX MMPOCTPAHCTBEHHOTO PACTIPEICICHUSI.

HccnenoBaHre BBITIOJHEHO Npu (UHAHCOBOM
nognepkke POPU B pamkax HaydHOTO ITPOEKTa
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The two-part review describes approaches to modeling population dynamics using discrete-time models. The
development of scientific ideas of discrete time models, from the Malthus model to modern population mod-
els that take into account many factors affecting the structure and dynamics, is presented. The paper shows
the most important and interesting results of recurrent equation application to the biological system analysis
obtained by the authors. In the first part of the review, we consider the population dynamic effects that result
from density-dependent regulation of population, the age and sex structures, and the influence of external

factors.
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