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V3MeHeHus YMCIeHHOCTH y 00pa3yoLMXcs MOMYILIUA MOTYT pPa3BUBAThCs 110 HECKOJIbKUM AHU-
HAMHYECKUM CIeHapusM. sl cTpeMUTENbHBIX OMOJIOrHYECKIX MHBA3UI OKa3bIBaeTCsl BaKHBIM (hak-
TOp BPEMEHH BBIPAOOTKH peakiMu NPOTUBOACHCTBHS CO CTOPOHBI OMOTHYECKOTO OKpYKeHus. M3BecT-
HBI JIBa KJIACCMYECKHUX 3KCIIEPUMEHTA C Pa3HBIM 3aBepIIEHHEM NMPOTUBOOOPCTBA OMOJOTHUYECKUX BU-
noB. B ombitax [ay3e ¢ mH(Y30pusMU BCENEHHBIN XHUITHHUK MOCIE KPATKAX OCIMIUISIHHA TOJIHOCTBIO
YHHYTOKaJI CBOH pecypc, Tak ero r-napamerp IJisi CO3AaHHbIX ycaoBuil cTan u30sitoueH. CoOCcTBeHHAsS
PENpOAyKTHBHAS aKTHBHOCTH HE PEryIUpOBaach JONOIHUTEILHBIME (DAKTOPaMHU U B pe3yJbraTe cTa-
HOBHJIACh KPUTUYHOM /U1 BceneHna. B akcriepuMenTax Y THIIBI € )KyKaMU U BBIITYIIEHHBIMU Tapa3uTU-
YeCKUMH 0CaMU BHJIbI COCYILIIECTBOBAIM. B cuTyannu, Korjna HomyssiiHio ¢ BBICOKUM PEIpOyKTUBHBIM
MOTEHIIHAJIOM PEryJUpPYyIOT HECKOJIBKO €CTECTBEHHBIX BParoB, MOT'YT BO3HUKATh HHTEPECHBIE JUHAMU-
yeckue dPQeKTrl, HabIoAaBmuecs y GUTOParoB B BEUHO3EICHOM Jiecy ABcTpanuu. [lapazurndeckne
MepenoHYaTOKPBUIbIE, KOHKYPUPYST MEXKAY COOOM, CO3atoT Al OBICTPO Pa3MHOMKAIOIINXCS BpEAUTE-
Jel TICHJUTUJ CUCTEMY DEryJsiMU C 3ama3gblBaHHEM, KOIZa JIOMyCKaeTcsi ObICTpoe yBEeIUYEHHE JIO-
KaJIbHOU MOIYJISINY, HO HE MIPEBBIIIA0NIEe TTOPOrOBOTO 3HAUEHUS YHCICHHOCTH BpeauTens. B pabote
npeAyiokeHa MOJIeNIb Ha OCHOBe An(depeHInaIbHOr0 ypaBHEHUS ¢ 3ara3ibIBaHUEM, OMUCHIBAIOIIAS
CIIEHapuil aJanTallMOHHON Peryyisauuu JUIsl MOMyJIAIUU ¢ OOJBIIMM PENPOAYKTUBHBIM MOTEHIIMAIOM
IIPU aKTUBHOM, HO 3ama3/(bIBaIoONIEM MTPOTHUBOAEHCTBUY C ITOPOTOBOM perymsnueil JaHHOTO BHOBb BO3-
HUKILET0 BO3ACHCTBUs. 32 KPaTKUM MaKCHMYMOM CJEOyeT ObICTPOE COKpAlleHHE YHCIEHHOCTH, HO
MHUHHMMU3ALMS HE CTAHOBUTCS KPUTHUYECKOHM aist momynsauuu. [lokasano, uyTo ycnoxHeHHe (QyHKIUU
peryinsuuy OMOTHYECKOro NPOTUBOACHCTBHS NPUBOIUT K CTAOMIM3aLUU AUHAMHUKHU TIOCIE MIPOXOXKIe-
HUSI MUHMUMYMa YHCJIEHHOCTH OBICTPO pa3MHOXKAOIIMUMCS BUAOM. Jlist rTHOKOM cHCTEMBl IIepeXOiHbIe
PEKUMBI «POCT/KPU3UCY BEAYT K IIOUCKY HOBOI'O PABHOBECHS B HBOJIIOLIMOHHOM IPOTHUBOCTOSHHH.
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Changes in abundance for emerging populations can develop according to several dynamic
scenarios. After rapid biological invasions, the time factor for the development of a reaction from
the biotic environment will become important. There are two classic experiments known in history
with different endings of the confrontation of biological species. In Gause’s experiments with ciliates,
the infused predator, after brief oscillations, completely destroyed its resource, so its r-parameter
became excessive for new conditions. Its own reproductive activity was not regulated by additional
factors and, as a result, became critical for the invader. In the experiments of the entomologist Uchida
with parasitic wasps and their prey beetles, all species coexisted. In a situation where a population
with a high reproductive potential is regulated by several natural enemies, interesting dynamic effects
can occur that have been observed in phytophages in an evergreen forest in Australia. The competing
parasitic hymenoptera create a delayed regulation system for rapidly multiplying psyllid pests, where
a rapid increase in the psyllid population is allowed until the pest reaches its maximum number. A short
maximum is followed by a rapid decline in numbers, but minimization does not become critical for
the population. The paper proposes a phenomenological model based on a differential equation with
a delay, which describes a scenario of adaptive regulation for a population with a high reproductive
potential with an active, but with a delayed reaction with a threshold regulation of exposure. It is
shown that the complication of the regulation function of biotic resistance in the model leads to the
stabilization of the dynamics after the passage of the minimum number by the rapidly breeding species.
For a flexible system, transitional regimes of growth and crisis lead to the search for a new equilibrium
in the evolutionary confrontation.

Keywords: modeling of invasions, adaptation mechanisms of regulation, biological interpretation
of delay argument, scenario of population crisis

Citation: Computer Research and Modeling, 2022, vol. 14, no. 1, pp. 147-161 (Russian).

(© 2022 Andrey Yu. Perevaryukha

This work is licensed under the Creative Commons Attribution-NoDerivs 3.0 Unported License.
To view a copy of this license, visit http://creativecommons.org/licenses/by-nd/3.0/

or send a letter to Creative Commons, PO Box 1866, Mountain View, CA 94042, USA.



Mogenu nonysasiuOHHOIO IIPoLecca C 3ana3iblBaHuEM 149

BBenenue

PacnpocTtpaneHune HexenaTeIbHbIX YYKEPOJHBIX BUIOB CTAJIO TOBCEMECTHBIM SIBJICHHEM KaK H3-
3a HEMpeJHAMEPEHHON YeJIOBEYEeCKOH AEATeNbHOCTH, TaK M BCIEICTBHE M3MEHEHHUS KiIMMaTa M ecTe-
CTBEHHOTO CJIBUTa TPaHHUIl apeasioB. lccnenoBanne OMOIOrHYECKUX MHBA3HH MPEBPATHIIOCH B OT/IEIb-
HO€ MEXIUCIMITIMHAPHOE HayYHOe HampasieHue. B 1ot obiactu uccnenoBanuii BOCTpeOOBaHbI Mare-
MaTUYeCKUE METOJIBI OMUCAHUA CTIeNU(UIECKUX SBJICHUN, KOTOPBIE OTHOCSTCS K PE3KHM IEePEXOIHBIM
nporeccaM U MoporoBbiM dpdekram. HexenareapHble MPUIIENTBIBI BCTYAIOT B TIPOTHBOOOPCTBO C aB-
TOXTOHHBIMH BHJIAMH, CTPEMUTENFHO 3aXBaThIBasi apeall, JIMOO MPOCTO MEAJICHHO 3aHUMAIOT JJOCTaTOu-
HO CBOOO/IHYIO HUIy. YacTo BCeleHHe MPOXOJUT OTHOCUTENBFHO HE3aMETHO, HO B OTJENBHBIX CIIydasx
BCJICHEI] BHE3AITHO MTEPEXOHUT K B3PHIBOOOPA3HOMY Pa3MHOKEHHIO. DIH30/IbI BCIIBIIICK YHCICHHOCTH —
9TO Ha CaMOM JIeJIe MHOTOOOpa3HbIe MO TUHAMUKE dKOIoTHYecKue siinenus [Epstein, Smale, 2018], ams
KOTOPBIX TIPH MOJACIMPOBAHUH OoJiee poOIeMaTHYHbI He TepBble (a3bl 3alycKa, a BApUAHTHI 3aBepliIe-
Hus. Cynp0a BcelleHI[a ociie eIMHUYHON WIIN MPOIOIDKAIOIEHCS «CePUITHO» BCITBIIIKA MOXKET OBITH
pasznuuHa. Hampumep, arpeccCUBHBIA apreHTHUHCKHUN MypaBel Linepithema humile co3maBan B HOBBIX
apeajyax KpyITHbIe KOJIOHHH, HO TIOTOM CKOIUICHHS HCYe3alld, KaK W BBIMYIICHHBIH s OOphOBI C al-
nepreHHol amOpo3ueil jaucroen Zygogramma suturalis Wcdesaln 1Ocie BCHBIIKA B Gopme Oeryieit
BOJTHBI C ()POHTOM BBICOKOH ITJIOTHOCTH.

Xapakrep TMHAMHUKH WHBA3WH J1aykKe OJHOTO BHJIa BAPUATHBEH, TaK KAK MEXaHU3MBbI ITPOTHBOJIEH-
CTBHSI MOTYT OTIHYaThcs. Hampumep, YMCIIEHHOCTh BPEIOHOCHOTO BCeleHIa rpedHeBuka Mnemiopsis
leidyi B KacrimiickoM U B A30BCKOM MOPSIX J€MOHCTPUpPOBAJia Pa3JInYHbIE Ka4eCTBEHHBIC M3MEHEHUS
tperaoB [Kideys, 2002]. OxHr BHIBI IPHUCITOCAOTUBAIOTCS OBICTPO (Kak Mnemiopsis leidyi), Torna xak
UX TpsMble aHTAarOHHWCTHI 3HAYMTEIHHO MeJIeHHee (KaK XWIIHBINH rpeOHeBUK Beroe ovata), OTOMY
BpeMEHHOW (DakTop aKTWBAIlMU TPOTHUBOACWCTBHUS BaKeH JUIS MOJENUpoBaHHs. BceneHue dyxepon-
HBIX BUJOB MOXET OBITh NMPEIHAMEPEHHBIM, KOT/a MPOBOMUTCS IEICHAIIPABICHHAS aKKIUMATH3AIUs
U UHTPOAYKIHUs ocobell. Takue MeponpusATHS OPraHU3YIOT C ABYMsI IEJSIMH: BO-TIEPBBIX, JUIS YBEIHU-
YEHUS TIPOJAYKTUBHOCTH OMOCHCTEMBI [UIsl MPSIMOTO XO3SICTBEHHOTO HMCIIOJIB30BAHUS, TIPOMBICTA WU
pacupeHusi KKOPMOBO 0a3bl»; BO-BTOPBIX, ISl OOPHOBI ¢ IPYTUMH paHee BCEIUBIIMMUCS BPETHBIMU
WHBa3UBHBIMU BUAaMU. Jlaneko He BCeraa MocCieACTBUSA OT MHTPOAYKIHUH BHJOB BEPHO MPOCUUTHIBA-
IOTCSl Ha JUTMTENBHYIO TIEPCIIEKTUBY, TPUMEPOM TOMY CIYXKHT COBPEMEHHAas CHUTyallls ¢ JOHHBIM (a-
YHHCTHYECKHM KoMIulekcoM Kacmumiickoro mops. BeceneHHble BUABI CpeIn3eMHOMOPCKOTO KOMILIEKCa
OoJiee MPOIYKTHBHBI, Y€M aBTOXTOHHBIE, HO HE MPHUCIOCOOICHBI K KOJIEOaHUSAM COJICHOCTH. Bhicokas
HKOJIOTHYECKasl TUNIACTHYHOCTh OTJENFHBIX BUIOB JIENIAeT UX JTUHAMHKY TPYIHOIPEICKa3yeMO.

CraThsi TIOCBSIIEHA MOJCITUPOBAHUIO CHENU(DUYECKOTO CIICHAPHS Pa3BUTHS TOIMYIAIHIOHHOTO
nporecca, Koraa ObICTPO pacTylias MOMYJSIIUsl BCTpeYaeT B HEKOTOPBIH MOMEHT 3(deKkTHBHOE OHO-
TUYECKOE TPOTUBOACUCTBUE, CIIOCOOHOE B MTOTE TOJHOCTBIO €€ IMOIaBUTh. MBI pacCMOTPUM MOJEIh
JUIS OTHOTO M3 MHTEPECHBIX BAPHMAHTOB JMHAMMKH C MPOXOXKJEHHEM MHHHMYMa YHCJIEHHOCTH IOCTe
¢ass1 ObIcTpOrO pocta. B cirydae ecin 3 GeKTHBHOCTH MPOTHUBOACHCTBHS caMa PETyITHPYETCS CIOKHOM
BHYTpPEHHEN 3aBHCUMOCTBIO, TO TOT/IA HBONIOIMOHHBIE MEXaHU3MBI MTO3BOJISIIOT HAWTH HepaspylIatoliee
Cpedy W TOMYJISIIIUI0 PABHOBECHOE COCTOSIHHE, KOTOPOE IIPH 3TOM MHOTO MEHBIIIE TEOPETUYECKH JI0-
CTYITHOM HULIW.

Mopnen monyJAuOHHOM TMHAMUKHU U 3 (PeKT 3ana3abIBaHus]

VYpaBHECHHS ¢ 3ama3abIBAaHUCM JaBHO MCIOIB3YIOTCS B MaTeMaTHUCCKOW OMOJIOTHH, TIIABHBIM 00-
pas3oM sl eneit onmucaHus pa3InIHbIX GopM KonedaTeIbHON MOMYISUOHHON AMHAMUKY. BKiTtoueHne
3anaspiBanus N(t—7) B ypaBHeHus N = rf(N(t), N(t—T)) moHagoOUI0Ch KaK CIIOCOO OMMCAHMS OCIHII-
TSIUH, KOTOPBIE YaCTO BO3HUKAIOT Y M30JIMPOBAHHBIX MOMYJISINI B TAOOPATOPHBIX MOCTOSTHHBIX YCIIO-
BUsIX. Ves o 3ama3nbIBaHUM BO3HHKIIA MCXOAHO B JaHHOH 3a/Ja4€ UMEHHO KaK (PEHOMEHOJIOTHYECKUI
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WHCTPYMEHT JUIS TIOJTYYCHHS CIIOKHBIX PEKUMOB MTOBEJICHHUS, KOT/Ia UX BOSHUKHOBEHUE HE O0BSACHSIETCS
B3aMMOJICHCTBHEM HECKOIBKUX MPOTHBOOOPCTBYIOMINX BUIOB. M3HaUambHO BENMWYMHA 3aa3bIBAHUS T
TPaKTOBAJIACh B YPaBHEHHAX KaK BpeMs, HeoOxomumoe s (popMUpOBaHHS TOJIOBO3PENOH 0co0u —
OHTOTCHETHYECKAs 3a/IepiKKa pa3BUTHS. MI3BECTHO HECKOIBKO CHUTYAIlH, KOTA TaHHAs TPAKTOBKA JCH-
CTBHS BO3pacTa CO3PEBaHUS 3aBEOMO HETPHUMEHHMa /il 00bsicHeHUs 7. JKU3HEHHBIH IHUKI HEKOTO-
PBIX HACEKOMBIX I TUXOOKCAHCKOW CapauHbl Sardinops melanostictus oKa3bpIBaeTCs HECOIMOCTABUMO
KOpode, 4eM MHOTOJICTHUH Mepruoj JeMOHCTPUPYEMBIX UMHU KojeOaHui. CymHOCTHas TPaKTOBKa IPO-
SIBJICHHS 3aI1a3/IbIBAHUS B TIOIYJSIIIMOHHBIX TIporieccax u (hopMa OTPakeHUs €ro B MOJIENIX ¢ (pyHKIuen
perymsimu N = f(N*(f), N(t — 7); K) ocTaercsi BOIPOCOM IMCKYCCHOHHBIM. I107106HbIe (IyKTyarmu
MPOUCXOIAT CO MHOTMMHM BHJIAMHU THICSYH (€CITM HE MIJUTHOHBI) JIET U SBISIOTCS yCTaHOBUBIINMCS
PEKMMOM CYIIECTBOBaHUS BHa B dkocucteme. Jpyrue mo cBoeit cytu »(pQeKTsl mpu deperoBaHuu
PE3KHUX MUKOB 1 MHHUMYMOB BO3HHKAIOT JUIS TIOMYIISIIUU B HOBOU CpeJie.

WHTepecHo, 94TO caMble U3BECTHEIC MOMYISIIMOHHBIC YPABHEHHUS C 3ala3bIBAHUEM HE OBLIH pa3-
paboTaHbl TEMH, YbH UMEHA 3TH YPaBHEHUS TEIeph HOCST. « YpaBHEHUsI XaTYMHCOHa» HE ObLIO B pa-
6ore camoro I'. E. Xarunncona [Hutchinson, 1948]!. YpaBrenue ObLI0 HCCIE0BAHO MO3IHEE B paboTe
V. Patita [Wright, 1955], HO cdopmymupoBaHo TamM 0Oe3 NMPHUBBIYHBIX MApaMETPOB C MOIMYJISITHOHHON
UHTEpIIpEeTaUeii:

Y (@) = —ay(t = DIL+y(0], a>0. &
CoBpeMeHHast IPUBbIYHAS 3aIUCh «ypaBHEHUS XaTYMHCOHA» C TPEMs MapaMeTpaMu HMEeT BUJ
dN N(it—-1)
— =rN@) |1 - ——| 2
N s 2e) >

Mogens (2) SBISACTCS pacIIUpEHUEM C 3alla3IbIBAHUEM ISl M3BECTHOW «JIOTHCTHYSCKOW KPHUBOM» CO
cBoiictBoM pemenus AN(f) > K, N(0) < K monemu ®epxronbera —[lupia:

dN N(t) )

= = rN(t)(l - == 3)

dt K
MonoronHoe gocTixeHue cradbunbHoct N(f) — K ¢ YN, 0 < N < K: f'(N) > 0 0e3 skcTpemy-
MoB max N(f) > K — cuTyarus uieajinucTudeckas, 0COOCHHO JIjIsi akTHBHOTO BHa B HOBOI cpene. UH-
TepecHo, uTo cam DepxroNbCT B paboTe 1845 1. BhIMKcan MOJeNb pocTa HacelieHust EBpOIibl HECKOIBKO
HE B TOM BHJIE, B KAKOM HaM Ceiuac MPUBBIYHO BUETh yPaBHEHHE €TI0 MMEHHU :

d
—p:mp—np".

dt
OO0O0OIIEHHBIN PENPOMYKTUBHBINA F-KO3(P(PUIIMEHT TOSBUIICA TYT TO3JHEE, XOTS HCIONB30BAJICS elle
B MOJIENN I€OMETPUYECKOro Jaemorpaduueckoro pocra Dimepom N, = (1 + r)"N, [Bacaer, 2011].
DepXroIbCT OLEHHI 110 JaHHBIM TEeperrceil oKa3aTeln MPUPOCTa U YObUIH, PACCUNTAB TaKUM CITOCO-
6om 11 HacesieHus ponHoi emy benbsruum mpenen K = 6,5 miH, 4to celiyac npessiieHo B ~ 1,9 pasa.
HemnocpencTBeHHast MOMyISIITMOHHAS XapaKTEPUCTUKA «CPETHSS TUIOMOBUTOCTD K» MCIOIB3YETCS TONb-
KO B YPaBHEHMAX JMHAMHKH YOBUIM YHCIEHHOCTH mokoneHuit N = —v(N(f), N(0)), N(0) ~ . 3anassi-
BaHKE ObLIO BKJIIOUEHO UMEHHO B Ty YacTh MOJIENH (2), KOTOpasi 0TBEYAET 32 KOHKYPEHTHYIO PETYISIIHIO
YUCIIEHHOCTH ¢ (PUKCHPOBAHHON €MKOCTHIO HUIIK K, HO HE B COMHOXKHUTENb 3(P(HEeKTUBHOCTH BOCIIPO-
M3BOCTBA. BKIIIOUeHME T B PENPOAYKTHBHYIO cocTaBisoumyo N = rN(t — 1) f(N(f)) 60lbIIHHCTBOM

!B 10it Gombimoii cTathe 1948 I. 06 06IIMX MPUHIKMIAX SKOJOTHYECKOTO MOIETHPOBAHUSA CUTYAIUA C 3aMa3AbIBAHAEM TIPU
H3PACcXOI0BAHNH PECYPCOB IPHBEICHA XaTINHCOHOM B ITOACTPAHMYHON CHOCKE CO CCBUIKOH Ha Pe3yJbTaThl JPYTroro aBropa.

2 ABTOp JIONTO HWCKaJI, OYEMy pelliecHHe ypaBHEHHs (3) MONYdMIO Ha3BaHKE JIOTHCTUYECKOH KPHMBOi, HO €IHMHCTBEHHOE T10-
X0Xee OOBsCHEHHE — OT rpedeckoro ciosa logistikos, koTopoe o3Hadano mpocto «pacueTb». B XIX B. Bce craoxHBIE
BBIYHCIICHUSI TIPOBOJIMIINCEH C TAOJIMIAMU JIOTapU(MOB.
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aBTOPOB HE cUUTaeTCs OWoylormyeckd ompaBnaHHbIM [Ruan, 2006]. «Maisry3uanckuin» KodhduIm-
eHT r (BBeIEHHBI ropa3no panble JI. DitnepoM) 1Mo cBoei MCXOTHON TPAKTOBKE €CTh Pa3HOCTh MEXKIY
yOBUTBIO U POXKTAEMOCTBIO U YK€ BKIIIOYAET €CTECTBEHHYIO CMEPTHOCTD. | JTaBHOE OTIIMYHE Pa3HBIX MO-
madukamuii (3) N = rf(N*; K) — B nonoxenun N , Touku neperuba f’(N,) = 0 — B 910M (THIOTETHYE-
CKOM) COCTOSTHMH TIPOAYKTUBHOCTH (TEMITbI 00pa30BaHUsI HOBOW OMOMAcChl) MOMYIISIINH MaKCHMAaJIbHA.
Ha Hanmuunu Takoro COCTOSHUM CYyNEPIPOAYKTUBHOCTH OCHOBBIBAIMCH KOHIEIIMK ONTUMAIIBHOTO TPO-
MbIcIIa — maximum sustainable yield (MSY). Cieroe ciieoBaHre ONTHMH3AIHOHHBIM aJITOPUTMaM He
pa3 CTaHOBWJIOCH MPUYMHON MCTOIIEHUS 3amacoB [Mmuxaitnos, Pemernukos, 2018]. B coBpeMeHHBIX
paborax HabOp MmapaMeTpoB HCXOMHON MojaenH (3) cTpeMsTcs pacuIupUTh, HO HE MEHSATh 0a30BOTO
MPUHIUIA PETYIALIUU OT (UKCHUPOBaHHOW K-eMKOCTH SKoiorndeckoil Humm. [IpumMeHsuics BapuaHT
®-noructryeckord Mogudukanuu (3):

‘;—];[ _ rN(l - (%)@)) 0> 1. )

Wnm, manpumep, B TakoM Bapuante u3 [Wei, Juang, Zhang, 2015]:

dN e

_ (K+EN)®

E = I"N(t)—l B NGO (5)
K(1-y)

YpaBHeHue ¢ BKJIOUeHUEM N(f — T) MOXKHO BBIPa3uTh Kak N = rf(t, N0, N,(+)), tme N,() =
= {N(t + u), -7 < u < 0} — dyHKIIMOHATBHAS «IPEIBICTOPUs». [T BEIYUCICHUS MOIECICH ¢ 3ama3zpl-
BAIOLIUM ApryMEHTOM [OMHMO HadaJbHbIX ycinoBUid N(0) K ypaBHEHUSM, HYKHO 33/1aTh HauaJIbHYIO
¢ynxumoo-npensicropuio y (1) nis untepsana [—u, 0]. B 3ana4ax skomMHaAMUKHM UCTIONB3YIOT B pacye-
Tax OOBIYHO CTAlMOHAPHYIO (BYHKIMIO-UCTOPHUIO (1) = const. Maremaruueckas TeOpHs ypaBHEHUH
C 3ama3AbIBaHMEM BHE MPHKJIAIHOTO KOHTEKCTa pa3BuTa B pabdorax mkoibl A. J[. Memknca [MebImkuc,
1951]. Jlnsa npuKIagHBIX 33139 mpobiieMa cefdac 3aKIFoYacTcsl B YIYYIICHHN CBOMCTB MUKINICCKOTO
peXHMMa, B TOM YUCIE B HECTAL[MOHAPHOM ciydae N(7—7(7)). Bapuant bop3abiko [u1sl HECTAlMOHAPHON
cpensl N = N(t)(a(t) — b(£)N(t — 1)), tae a(t), b(t) € C? > 0,1t €0, 7], He MOJYYHJI TTPAKTHYECKOTO
npumMeHenus [bopsneiko, 1985].

HccnenoBannio CBOMCTB pelIeHHs ypaBHEHHs XaTYWHCOHA MOCBSILEHO MHOXKeCTBO pador [Ka-
shchenko, 2013] (Ho 00bHO B omHOMapaMeTpuaeckoit gopme: x = Ax()(1 — x(¢ + 7))), ¥ IPEITOKESHO
HECKOJIbKO 0000MIeH i [Isl ypaBHEeHUsI (2), B TOM 4Kcie oTedecTBeHHbIME aBTopamu [Kolesov, Rozov,
2011], u st cucreM cBsi3aHHbIX ypaBHeHu# [Glyzin, Kolesov, Rozov, 2019].

Ha Hexortopbie cBoicTBa perieHus (2) MPU €ro paclIMpeHUsX W MOAW(PUKALUSX AOCTATOUHO
MaJio oOpamaroT BHUMaHusA. OCHOBHAs npobieMa Uil MPUMEHEHUSI MOAEIEH CO CIIOXKHBIM IOBEIICHHU-
eM 1 OudypKanusiMu — COXpaHEHHE OMOJOTUYECKON WHTEPIPETUPYEMOCTH B IOCTAaTOYHOM JIHANa30He
3HaueHUH OuypKannoHHBIX mapamerpoB. [lapamerpsl Mozenell HepaBHONPABHBI IO Kaue€CTBEHHOMY
BIMSIHUIO. HekoTopblie momyyaeMble B pelieHusIX (ha3oBble MOPTPETHl CTAHOBSATCS HEMPUTOTHBIME IS
CYIIHOCTHOI'O HCTOJIKOBAaHUS, 3TU 3(QQEKThl Cy)KalT TOT AMANA30H 3HAYCHUH HapaMmeTpoB, KOTOPBIH
B PEaJbHOCTH MBI MOXKEM HCIIOJIB30BaTh. lIpuxoauTcs Hak/IaAbIBaTh JOMOIHUTEIBHBIE OrpaHUYCHHS
B BBIUMCIIMTEIIBHBIX IKCIIEPUMEHTAX, YTO MPOOJIEMaTHYHO AJIsl CLICHAPHUEB IIPU YIIPABIIEMOM BHELIHEM
BozaeiicTBun [Perevaryukha, 2016]. DToT HI0aHC 0COOCHHO XapaKTepeH Il AUCKPETHBIX MOMYIISIIHOH-
HBIX MOJIEJICH ¢ BOBHUKHOBEHHEM KacKaJoB OM(ypKaluii ¥ MOSBICHUEM LIUKJIOB BCEX IIEPUOIOB p — ©0
(Bctpeuaercs aist urepanuii pynkumii Pukepa, [lenapaa, Kymmnara u ap.) u ormedeH eme B. B. Men-
HIyTKUHBIM [MennryTkuH, 1971].
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Aoekeamnocmp ce0licme Ko1edamenabHblX PeHcumMos 011 NONYIAUUOHHBIX Mooenell

B ypaBuennu (2) Bo3HuKaeT Oudypkauusi pokaeHust nukina N, (f; r7) npu rv > /2 [[b13uUH,
Koinecos, 1989]. EMKOCTh HachIIEeHHs IKOJIOTHYECKOM HHUIIM K TYT UrpaeT poiib TOYKU IIEHTpa, BO-
KpPYT' KOTOPOTO BO3HHUKaeT IUKI |max N, (f) — min N, ()] * K. OgHako TpaJulMOHHAsS WHTEPIpETaIys
napamerpa K B JApyrux MOAU(UKAIUSAX MOXKET M3MEHSATHCS, CTAHOBSICh YacTO MaTeMaTHYecKUM pY-
JuMeHToM. [IpoGreMbl BOZHHKAIOT JUIl KOPPEKTHOTO OMHMCAHUS B YPAaBHEHUSX C ! — T 9KCTPEMAIbHBIX
BapHUaHTOB KOJJMHAMUKH — CTPEMUTEIFHBIX N3MEHEHHH 1 KoJieOaHMii ¢ OOJIBIIION aMILUTUTY/ION YHACIICH-
HoctH. Ecnu yBenmmuuth r7 B (2), TO UK OBICTPO mpHOOpeTeT (POpPMY HErapMOHUYECKUX KoJieOaHMH,
YTO aKTyallbHO W IS ApYrux Moaudukanuii. PemakcallioHHBINA UK C YBEIWYHBAIONICHCS aMIUIH-
TYIOW 1O Mepe BO3pacTaHWs T MOJy4aeT BHJ BCE Jajbllie OTCTAOUIMX JPYr OT Apyra BO BPEMEHHU
A-00pa3ubix tukoB max N, (f) > K. [lonoOHas AuHAMEKA «IHIIO00PAa3HBIX KOJIeOaHWI» U3BECTHA IS
JMUHAMUAKH CEPUHHBIX BCIIBIIIEK HEKOTOPBIX BUAOB 0abodek B OopeanbHbix secax [Cooke, Lorenzetti,
2006]. OgHako B HAIIMX pacueTax TPAEKTOPHUS B MUHMMYyMax IMKJIA HAYMHAET CKOJb YTOIHO OJNH3KO
npuOIIKaThes K Hymo. [t momenm (2) (B omHomapameTpudeckor (opme) Obutn moiydeHs! [Faria,
2006] xapakTepUCTHKHU LIUKIA:

. 1+(1+A)nA In?
min N, (7, 1) = exp(—e” +2l+ ——+0 |- 1)
OKpecTHOCTH ITyOOKMX MHHUMYMOB TaKUX KoJIeOaHUH, Te TPACKTOPHs JOJITO MPOOEeraeT OKOJIOHYIIe-
BbIC 3HAUCHHUS, CTAHOBATCS YPE3BbIUAMHO JUIMHHBIMH, OTOMY, Ul MOMYJISLUOHHON MHTEpPIPETALH,
HepeanucTHuHbIMU. ClieHapuii 00pa3oBaHus BUIa-penukTa BeIsAuT uHade. B [Kolesov, Mishchenko,

Rozov, 2010] paccmarpuBanack Mogudukarus (2):

dN
— = AN f(N(r = 1)), (6)
dt
rae npeamnonaraercs A >> 1, a f(x) — muddepenuupyemast QyHKIHS, pa3IoKUMasi B aCHMIITOTHYECKHN
psiz, UId KOTOPOH BBITOIHSIOTCS CIENYIOIINE YCIOBHS:

fO) =1, f(x)=-ay+ Z ;i, x— o0, a,>0. 7
k=1 "k

YenoBusam (7) cOOTBETCTBYET OMOJIOTHYECKH HHTepIpeTupyeMas (yHKIHS peryisiuu:

1—x

fxo) = ®)

1 +¢x
Taxum crmoco60oM pacIupseTcss YUCI0 NapaMeTPOB, OMPEACISIIOIINX XapaKTePUCTUKN pellakCallMOHHO-
ro [HKJIA, TAK KaK P YBEJIUUEHHUHU ¢ B (8) amMIuTyna KoseOaHUl COKparaercs.

W3 nonoaHUTENBHBIX OrpaHIYeHHH TPy TpeoOpa3oBaHUK NCXOAHOTO ypaBHEHHS (4) K CHHTYIISIP-
HO BO3MYIIEHHOMY X = F(x(t — 1), €) u npefenbHOMy pelelHOMY YpaBHEHHIO C 3ama3/bIBaHueM X =
= R(x(t — 1)) mna (4) ¢ (7) ycTaHOBJICHO CYyIIECTBOBAaHHE CTUHCTBCHHOIO OPOHUTAIBHO YCTOMYHMBOTO
ukia. OJJHaKO COOTBETCTBUE CBOMCTB LIMKIIA MOMYJISIIHOHHOMY IPOIECCY CHOBA MPOOIEMAaTHYHO, TaK
KaK M3 YTBEP)KICHHUS O XapakTepucTukax kojebanui B [Kolesov, Mishchenko, Rozov, 2010] momy4a-
eTcs:

min N, (¢, 1) ~ C, exp(-Aq,), C;, ay = const > 0.

Tak kak A W3HAYaIbHO YKa3bIBACTCS JIOCTATOYHO OOJBIIMM 3HAYEHHEM, TO MpoOiieMa MOMYJSIHOH-

HOH HMHTEPHPETUPYEMOCTH LUKINYECKOrO peKuMa B Momudukamuu ocraercsi. CepuilHble BCIIBIIIKI

YHCICHHOCTH BCEJICHIIEB HEJb3sl OMHCATh NMPH CBOMCTBE MMUHUMYMOB: min N,(t,r) — € u € < 1,
0<t<T.

*
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CIIMIIKOM HU3KHX IS BOBMOXXHOCTEH MOBTOPHOTO OBICTPOTO POCTa YHCICHHOCTH TPU XapaKTEPHBIX
JUISl HACEKOMBIX-BpEAUTENe OoNbIMX 3HadeHusx r. Ha rpadmkax NTMHAMUKU BCIBIIIEK YHUCICHHOCTH
B OTYETaX MPHUBOASAT IUIOIIAIU MOPAXKEHHOIO BPEAMTEIEM Jeca, HO HE HYXHO IMOACTpPauBaTh MOAECIb
MOMYJISIAH MO 3TOT OMOCPEIOBaHHbIH MoKka3aresb. OIUH U3 BApUAHTOB PELICHUsI IIPOOIEeMBI ¢ TITy0o-
KAUMW MHHUMyMaMu nukia N, (¢t; r7) ~ 0 npu OOIbIINX T MPUBOIAUT K HEOOXOJMMOCTH HEPABHOMEPHOTO
YBEJIUYEHUS TTOKa3aTelsl CTEIIEH! B YUCIUTENEe U B 3HAMEHaTele:

dN

E = I"N(t)(

— Nkt —
K — NX(t T)). )

K + gNK1(t — 1)
Ilpoonema éruanus Kpumuueckozo L-nopoza yucnennocmu

B Teopernueckoil OMONOTHMM 1OCTATOYHO AOIAT0 0OCY)XKIAaeTcsi HEOOXOMUMOCTh HAJIWYMs MUHH-
MaJIbHOM YMCIIEHHOCTH 0co0el L i mojjepKaHusl CyIIeCTBOBaHMA MOMYNALUH. [ umnoresa momyns-
LIUOHHOTO L-MUHMMYyMa OTpa)keHa B U3BECTHOM Mozeny ba3blkuHa, rae L oKa3bIBaeTCs HEYCTONYUBBIM
paBHOBecueMm YN(¢) < L, ,ll,lg N() = 0:

dN N

—=N1——)><N—L. 10

ar ( x)*N-D (10)
WNHTepecHo o0benmuHUTh Waen 1Byx wmomened — (10) m @-joructmueckoir (4) (rme ompaBma-

HO 0 < ® < 1) — B HOBOW T'MOKO HACTpamBaeMON MOIU(HKAIMH, TaK KaK YCIIeX B BBDKMBAEMOCTH
HOTOMCTBA IPHU yBeNW4YeHUH N(f) B KPYIHBIX KOJOHHSX, HalpUMep OOILIECTBEHHBIX HACCKOMBIX, Ha-
MHOTO ITPEBOCXO/IUT HETAaTUBHOE BIUSHHUE OT BHYTPHUBHIOBON KOHKYPEHITHH:

13

- ] (11

dN N\ 5
2N 1—(—) VN-L, @®c|=, 2
r( K ) €121

dt

KBagparnyaHas perynsius Jiis CO3MA0IIMX KPyIHbIE KOJIOHHH BHJIOB M30BITOYHA, HO Majas YWCIICH-
HOCTB T'PYIIIbl CTAHOBUTCSI OMACHOM.

SIBneHue, M3BECTHOE B KOJOTHH Kak dpdexT Ouii, TOBOPUT O BaXKHOCTH ONTHMAJIBHON YHC-
JICHHOCTH TPyIIbI st pasmHokeHust [Neverova, Khlebopros, Frisman, 2017]. Dddekr mis npakTuku
PBIOOJIOBCTBA YacTO CBS3aH C HEOXKUIAAHHBIM CHIDKEHHEM 3P QEKTUBHOCTH BOCIIPOU3BOJICTRA TIPU HEJ0-
CTaTOYHON YMCICHHOCTH B MaJbIX TPYMIIax PbIO Ha HEpeCTHIHUINAX. ITOT A3PQPeKT 0COOSHHO aKTyaJleH
JUTSI BUJIOB C BBIPAKCHHBIM COITHABHEIM MoBeneHneM. OHaKo CHUKEeHHE YuciaeHHoCcTH N(f) = K — L
HE BCerna BeJeT K BEIMHPAHHIO. I3BECTHO HECKOJIBKO PEIMKTOBBIX BHJIOB, HAXOMIIINXCS JUTHTEIBHO
B MaJIOYHMCJIICHHOM, HO CTa0WJILHOM COCTOSTHHMHM, KaK jonacrernepasi peida Latimeria menadoensis, amy-
TMAPBUHCKHI JTonlatroHoc Pseudoscaphirhynchus kaufmanni, rarrepust Sphenodon punctatum. CrieHapuid
00pa3oBaHMs JIOKAILHOTO YOeXKHIIA «pedyruymMay i paHee MHOTOYHCICHHOTO JIOMUHUPYOILETO BH-
Jla B TEOPUH DBOJIOIMH — OJINH M3 MHTEPECHBIX PEAKHX BapUAaHTOB Pa3BHTHS TOMYISIIUOHHBIX IIPOLIEC-
coB. OLEHUTh HA MPAKTUKE BEJIMYMHY MUHUMAJILHOW TIPYIIIbI JTOCTATOYHO CIIOKHO Uil KOHKPETHOTO
BUa 0e3 SKCIIEpUMEHTAIBHBIX HccienoBaHuid. C Apyroil cTOPOHBI, HEKOTOPBIE OTTACHBIE M CTPEMHUTEIb-
HbIC MHBA3UU HAUMHAIIUCh C JIMHUYHBIX MPOHUKIIKUX K3EMIUIIPOB. B peanbHOCTH Cyap0a MOMYIISIUN
B OKPECTHOCTH L-10poTra OnpeesisieTcs Cly4aiHbIMKU BEPOSITHOCTHBIME (pakTopamu. Mbl 3HAEM TOJIBKO
00 yIa4HbIX WHBA3HSIX SAMHUYHBIX 0COOEH, HO MBI HE 3HAaeM, CKOJIBKO OBUIO CITy4alHBIX MPOHHKHOBE-
HUI, KOTOPBIC 3aKOHYWIMCH 0€3 00pa30BaHus MOMy/sIuu. B 11000M cityyae Jijis ABYIOJION MOMYJISIIUN
B MOJIENIM Pa3yMHO OIPEeIUTh MHUHHMAJIbHYIO TPaHUIly TPYNIBI HE MEHee JBYyX ocoOel. AnbTep-
HATUBHBIM M3BECTHBIM BapuaHT moxenu 3pdexkra MUHUMAJILHOW IPYIIbl 0€3 SIBHOIO HCIOJIb30BaHHUS

L—HOpOFa HUMCCT BUJ
dN yN? )
— =r,——— —¢N - 6N".
dt v+oN
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MonenaupoBanue peryiassunu 6e3 ¢pukcanun K-eMKOCTH HUIIU

bazoBas unest perymanun mo OepxoiabeTy TpeOyeT BKIIOUeHHs (PUKCHPOBAHHONW XapaKTepHCTH-
KH CPeIbl KaK €eMKOCTH HACBHIIICHHUS SKOJOTHMYECKOH HUIIHU, KOTOpas MOXKET JIOCTUTATHCS TTOMYIISIIUEH
U CKOJIb YromHo noinro. [1omoOHbI MOnXon IpUMEHUM JTaJeKo He KO BCEM CHUTYalUsIM B DKOITUHAMUKE.
TpymaHO ompeaenuTh, 9YTO MPEACTaBIACT co0oi OamancoBas eMKocTh K, f(K) = 0 B KOHTEKCTE B3pPBIBO-
00pa3HO pa3BUBAIOIICHCS MHBA3WU BCEICHIIA ¢ HEKOHTPOJIUPYEMBIM PEMPOIYKTHBHBIM MOTEHIIAATIOM
B HOBOW cpenie. boree aktyanbHBIN cerogHs nmpuMmep — octpas BupycHas nH¢pekus. [laroreHnbril Bu-
pyc B OpraHM3Me MHOT/A JCUCTBUTEIHHO 3aXBATHIBACT «HHUIIY» U 3aPAXKAET BCE JOCTYIHBIC KIICTKH,
MIOCJIE Yero MPOIecC CKOPO 3aKaHYMBAETCS — JieTanbHO. [10j00HOe BEepHO /Ul MHOTHX CUTYaIluil, Koraa
BEpXHHIA mpeenl K-eMKOCTH MOXET OBITh IOCTUTHYT, HO TOJIBKO Ha OrpPaHWYEHHOE BpEMSs, TaK 4acTo
eIlIe JI0 TOCTHKEHHS TaKOTO COCTOSIHHMS HaYMHAIOTCS HEoOpaTHMble U3MEHEHHUS CPEIbI.

Mognens ¢ rf(N(t — 7)) 1 3ana3gpIBaronIcii ¢ peryssmnueit B popme dyakmuu Y. Pukepa f(x) =
= rxe”"* IpeUIOKeHa HA OCHOBE JAHHEIX J1a00PATOPHBIX SKCIIEPUMEHTOB aBCTPAIMICKOTO SHTOMONIOTa
Hukoncona u Hocut B uteparype HasBanue Nicholson’s blowflies equation:

dN
v rN(t — 1) exp(=bN(t — 7)) — ON(2). 12)
OKCIEPUMEHTHI IPeAoNaraid KOHKYPEHLUIO 3a PECYPChl MKy Pa3HBIMHU CTaJUsIMU Pa3BUTHUS Hace-
KOMBIX, BHEIIHSSI CMEPTHOCTH O Jlo0aBiieHa peHoMeHonornuecku. Monens (12) npu yBenuyeHuu rt jie-
MOHCTPHPYET LIMPOKUM CHEKTP pesakCallMOHHbIX UKIMYECKUX U allepuoaudeckux konedanuii [Gyori,
Trofimchuk, 2002], HO mpobiemMa MHHUMYMOB lin% min N_(t, r7) = € coxpansierca. Hegocrarku ¢pyHk-
T—

uun rxe”?* o6cymmm B ciemyronteit pabote. anee MpemnoKuM MOTH(HUKAIIMH IS ABYX Pa3HBIX CIIEHA-
PHEB PerysLul OMOTHYECKOro IIPOoTUBOACHCTBUS. [lanee Mbl HCIIOJIB3YEM 3ala3AblBaHUE AT IPOCTOrO
BapHUaHTa MOJEIHN MCUE3HOBEHUS MOMYIAIUH Tocie Kosebanuit 6e3 L-mopora.

Mopeib cueHapus rudeu AJsi OCUM/IMPYIOLIel MOIyJIsIHU

AKTyalbHO TIPEIIOKUTh MOJACTh MCUYC3HOBEHUS arpeCCHBHOIO BHA C M3OBITOYHBIM PEIPOAYK-
THBHBIM TIOTEHITHATIOM IIOCJIE JBYX MaKCHMYMOB KOJICOAHHWH M 03 HEPEATUCTHYHOTO IPOXOXKICHUS
TPACKTOPHUEH €-OKPEeCTHOCTH HYJs. BriOepem i HECIOKHOW MOAUGPUKAIINK BMECTO KBAJIPaTUIHOTO
Jorapu(MUIEeCKOe COOTHOIICHHE IS CAaMOPETY/ISIUN M BKIIIOYHM (DAKTOp JOMOJHUTEIBHON YOBLIH.
Hns f(N) = rNIn(K/N) touka meperuba N, xpuBoOil perieHus N = f(N) nexur mmke K/2, Tak
Kak f’(Np) =0, N, = K/e. TlapameTp «eMKOCTb HUIIM» B JIAHHOW MOJIEJIM HE TOXKIIECTBEHEH TOM
POJIH, Y4TO M3HAYAIBHO Hosaranock y depxronsera, [Tupna wim XaTdyuHCOHA', MOTOMY MBI HCITONB3YeM

B 3aIUCH K:

d—N ZN(I)FIH(L)—CSN(I—T). (13)
dt N(t—-1)

BbIYHMCAUTEIBHBIN SKCICPUMEHT Il MOMYJISIIIUA C BBICOKMM PEIPOJAYKTHBHBIM TOTCHIIUAIOM
B MOJIENIN JIEMOHCTPUPYET OCHMJUIAIUK, U TPAEKTOPHUS MPOXOIUT JBa MakCUMyMa uducieHHocTu. [lo-
cJie BTOPOTO THKa, OOJIBIIETO IO CPaBHEHHUIO C IEPBBIM IHKOM, Cpa3y INpH MOoNajaHuu B (azy riy-
0OKOrO MHHMMYMa ITpOIlecc 3aBepiaeTcsa. BeraucnuTensHas cpefa coolmaeT 00 OCTaHOBKE PacyeToB
IIPU TIepexosie depe3 HyleBOe 3HaueHHe, U TaK peasusyercs cueHapuil rudenm nomymasiuu. Kpurtu-
4ecKUM (HaKTOPOM JUIs TOMYJISIUN B JTAHHOM CIIEHAPUU THOENN CTaHOBHUTCS COOCTBEHHBIN BBICOKHI
PEIPOAYKTUBHBIN MOTSHIIMA, TaK KaK MPU COKPALICHUU r-IIapaMeTpa MOXHO TOJIYYUTh 3aTyXarolue
ocrunraiuu. B Momudukanuu (13) npu mo0aBieHHH HEMTWHEHHOW BHEITHEH YOBLTH IPHICTCS TTOKEPT-
BOBaTh y100HBIM cBoicTBOM V¢ N(0) > 0, N(f) > 0. B BRIYHCIUTEIBHOM dKCIIEpUMEHTE (CM. puC. 1) MBI

! YcroitunBoro paBHOBECHUS WUIN 0Cc000i TOYKH THIIA CKUEHTP».
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cpaBHWIH nuHAMHUKY Monenu (13) ¢ moBeneHueM (2) pu aHAJIOTUYHOM JIOTIOTHEHHH MOJIENH XaT4HH-
coHa ¢ ()aKTOPOM CMEPTHOCTH OT BHEIIHUX IIPUYUH O U [P OJMHAKOBBIX 3HAYCHUSAX MMapaMeTpoB K, 7.
MoXHO CKazaTh, 4TO U3BATHE B (2) MapaloKCcalIbHO JeaeT MOMYIInio Ooiee CTAOUIBHON B peKUME
6e3 MIyOOKHX MEepUOJ0B ACTIPECCUU YUCIEHHOCTH. ClieHapuil HEOOXOMUMOCTH U3BSTHUS I H30CTaHUS
KPHU3UCOB COINIACYETCs C PealbHBIMU CIeNU(UISCKIMH CHTyalusiMu. Harmpumep, MOMyJSINIO CJIOHOB
B HanmonaneHoMm mapke Kprorepa mpuxoauTcsi KOHTPOIMPOBATh IMyTeM H3bATHS ocobOeil [van Aarde,
Whyte, Pimm, 1999], tak kak mHade He W30ekaTh KpHU3Kca B dKOCHCTEMe, IpuaeM 3G (EKTUBHO JCH-
CTBYET H3BSITHE 0COOCH, HAXOISAIINXCS B PEPOAYKTHBHOM Bo3pacTe. CIIOHBI, KaK HUA CTPaHHO, HE XOTAT
3aMeISATh BOCIIPOU3BOICTBO NIPU MPHOIMKEHUU K TEOPETHUECKN PACCUYMTAHHOW JUTIst HUX K-€MKOCTH.

50000,0

40000,0
30000,0
20000,0

10000,0

Yucnennocts N(t)

0,0

_10000,0 T T T T T T
0,0 100,0  200,0 300,0 400,0 500,0 600,0 !

MomenbHoe Bpemst

Puc. 1. CpaBHenue noBeneHus pemeHui Momeneil: 1 — aunammxa Monenu (13) B clieHapUM HCUE3HOBEHHUS
BceneHna mpu 3Havenusx r = 0,0175, § = 0,007, N(0) = 10°, 7 = 48, G = 15000; 2 — pelmenre MoaeH
XaTunHCOHA ¢ BHemHUM m3bsitueM, r = 0,05, N(0) = 10° + 10, § = 0,007

ITonoGHbIH cueHapuii PEeHOMEHOIOTMYECKH ONUCHIBACT TMHAMUKY MCUE3HOBEHUS XMIIHUKA I10-
CJIe TIOJTHOTO MCUepIIaHus MUIIEBOTO pecypca B HEKOTOPBIX Ja00paTOpHBIX dKCIepuMenTax ['ay3e c Bce-
JICHWEM XHUIIHOM MH(Y30pUHU B KOJIOHHIO KEPTBBI, HA pPUC. 2 U3 OPUTHHAIBHON padoTsl [Gause, 1934]
MMEHHO YJIOKWIUCH JIBa MAaKCUMyMa.

P. caudatum

YUuclieHHOCTh
nHOpy30puit
A2 o
(e o
T T

[N}
(e}
T

= il 1 1:\-—4/J 1 L
0 2 4 6 8 10 12 14 16
HHI/ITCJ'ILHOCTL MMPOBEACHUA

OKCIICPUMEHTA B JHAX

Puc. 2. lnHamMuKa IBYX MPOTHBOOOPCTBYIOMINX BHIOB HH(DY30pHN ¢ THOCTHIO MOMYJIANHNIL: KepTBEI P. caudatum
M BCEIICHHOTO XHUIHUKA D. nasutum u3 skcnepumMenTtoB [ay3e

I'. 'ay3e cTaBuiI cepuM MOBTOPSIOLINXCS ONBITOB, B TOM YHCIIE C HCKYCCTBEHHBIM M3bATHEM JIHII-
HUX XHITHUKOB U ¢ yOeXKHIamu Juis )kepTB. B cBoeit kuure [ ['ayze ormeuaet poub cirydaitHbIX S dex-
TOB JUIsl CYBOBI JTAOOPATOPHBIX MOMYISIMHA WHPY30pHH, TaK KaK Ha caMOM Jejie pe3yJbTaThl €ro OIlbI-
TOB He ObUTH MPEONpPEAETICHHBIMH, KaK 3TO MOTYYaeTcsl B HAIMX MOJENAX MPH 33JaHHBIX HadyalbHBIX
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ycnoBusix. B sHTOMONOrHMUecKux skcnepuMenTax C.YTHIObl ¢ MapasUTHUYECKUMU OCaMU M 3€PHOBBI-
MU KyKaMU HaOIIoanuch JuuTenbHble (paykTyaruu Bcex BuaoB [Fujii, 1999], kotopsie TeM He MeHee
TPYAHO Ha3BaTh LIUKIMYECKUMH U PErY/ISIPHBIMH, CKOpPEE CIIOPaAndecKue BCIUIECKH akTUBHOCTH. Jlanee
MBI HCIIONIb3yeM BKIIIOYEHHE 3ala3/bIBaHMUs BO BHEIIHEH PEryisluu Uil HHTEPECHOW MOMYIAINOHHOM
3aJa4yd O BPEMEHHOM KpH3HCE, KOTOpasi He CBsi3aHa ¢ (IyKTyalUsMH.

Mopaesib peooJieHusi KPU3UCa ¢ MOPOroBOM peryJasiiuen
NMPOTUBOAECHCTBUSA

B peanbHOCTH (OpManN30BaHHOE B MOAEIH BO3ICHCTBHE MOXKET OTpakaThb LI€JCHAIPABICHHOE
Ouosorudeckoe MO/aBIEHUE BPEIHBIX BHJIOB, KOTOPOE OCYIIECTBISIOT IPHU BBIMYCKE MX Mapa3uTHue-
CKHX €CTECTBEHHBIX BparoB, HalpUMEp HAe3IHUKOB ceMelcTB Braconidae, Ichneumonidae uim sHTO-
MOTIaTOT€HHBIX TPUOKOB Beauveria bassiana, KOTOPBIX CIIENUANbHO pa3BoAAT. JlaBieHre Hae3aHHUKOB
Ha TOMYJIALUIO 3aBUCUT OT KOJIMYECTBA AOCTYIHBIX MM KEPTB B IPOLIIOM IIOKOJICHHUH, YTO OTJIMYAETCS
OT XPECTOMATHITHOTO BapHaHTa «XUIIHUK—KepTBa». OTHAKO TOIHOTO MOJAaBICHHUS METOAAMHU OHOJIOTH-
YEeCKOI'0 KOHTPOJIS IOCTHYb YAAETCs KpaliHe PeIKo, TaK KaK UX BO3IEHCTBUE peryaupyercs: 0ojee Clox-
HBIM 00pa3oM. Tak, a3ppeKkTHBHOCTh aTak Mmapa3uToOB BO3pacTaeT Mpu CKydeHHocTH xepTB [Fefelova,
Frolov, 2008], maroreHHbIE MUKPOOPTaHU3MbI aHAJIOTHYHO HHTEHCHBHO PACTIPOCTPAHSIFOTCS TOJIBKO MIPH
HOBBILICHHON IVIOTHOCTH.

PaccMoTpuM cuTyanuio akTHBHOTO MPOTUBOACHCTBUSA, KOTOPOE (hOPMUPYETCS CITyCTS HEKOTOPOE
BpeMsI ITPOTHB OBICTPO pa3MHOXKAFOIIEHCS MOMyISIUK. Takoe CONpOTHBIIEHHE B CBOIO OYepeab UMEeT
CIOKHYIO peryisiiuio F(N) u ¢ 3ana3ipiBanueM, B GopMe ypaBHEHUS N = rN(1) f(Nt—-T1)—-F (N*(r -
—7,)). Uepes HeKOTOPOE BPEMsl HOMYIISIHS, BHYTPEHHE PEryIMpPyeMast ¢ COOCTBEHHBIM 3ala3/IbIBAHUEM,
HAuUMHAET BCTPEUYATh COMPOTUBJIICHUE CO CTOPOHBI OMOTUYECKOTO OKPY)KCHUS, U TAHHBIM HHTEPBAT BpE-
MEHH T, TOXE CTAHOBUTCS BKHOH XapaKTEPUCTHKOM mpomnecca. AKTyalbHBIH JUISl BCEX HAC CETOMHS
MPUMEP: HEKOTOPBIC JIFOMHU IMMOCJIC KOHTAKTa ¢ BUPYCOM S(PMEKTHBHO MOOHWIU3YIOT aJalTUBHBIA HM-
MYHHTET, U UX B-TMM(OIMTHI CKOPO HAaYMHAIOT BbIpabaThiBaTh MMMYHOTNIOOYnuHBI 1gG ¢ BBICOKOM
a(UHHOCTBIO K KOPOTKUM OCIIKOBBIM (hparMeHTaM (dIHUTOIaM) BUpyca. Y IPYTHX HMMYHHas aKTHBa-
[IUsI TPOUCXOAUT 3aMEIJICHHO, BUPYC MOIYyYaeT BPEMs Ha aKTUBHOE PA3BUTHE B OPTaHU3ME, U B XYIIIEM
JUTS HAaC ClieHapUu WHQEKIH, CTOIKHYBIIAACS ¢ OCIa0JIeHHBIM IMMYHHTETOM, TIEPEXOIUT B XPOHUYE-
CKOE COCTOSIHME, C HAKOIUJIEHUEM JaJIbHEUIINX MyTauuil. MexaHu3M HMMYHHOW aKTUBallUM — IIPOLIECC
MHOTOCTYIIEHUYAThIil U TPUTTEPHBIH, C COOBITHITHON KOMIIOHEHTOM, I/ie HEe BCEe COOBITHS IPH BBIOOPE
SIUTOIOB U aKTUBAIIMU HAWBHBIX JIUM(OIIUTOB alpHOPH MPEAONPEACICHE. B MOTHOCTRIO HEMPEPHIB-
HOW MOJIENIN JUIS CYIIHOCTHOTO ONHMCAaHWS HENMOCPEICTBEHHO MEXaHHM3M 3allyCKa OTBETa HEIOCTYIIEH,
[OTOMY MOJICIMPOBaHUE WH(EKIIMOHHOW TUHAMHUKH TYT OCTAHETCS WILIFOCTPATUBHBIM.

CyIIecTBYIOT HHTEPECHBIC CIICHAPUU IKCTPEMATbHOU TMOMYISIIUOHHON AWHAMHUKHU C TIOPOTOBOM
perymsanueii. B skocucremMax ¢ BBICOKMM WHAEKCOM OMOpa3zHOOOpas3wsi HAOMIONAIOTCS CIIOXKHBIE MHO-
TOCTYTICHUAThIE MEXAaHU3MBI PETYISIIUN YUCICHHOCTHA BUIOB. JINTENHHO JOMUHHUPYIONINM, JaKe TpU
BBICOKOM PENpOJYKTUBHOM IOTEHIIMAJle, HU OIMH M3 BHUJIOB-KOHKYPEHTOB CTarb He MOeT. OJHaKo
WHOTIa HAOMIONAIOTCS HEPETYISIPHBIC KOPOTKHE BCIIBIIIKA MAaCCOBBIX Pa3MHOKEHUU Y YSI3BUMBIX IS
€CTeCTBEHHBIX BParoB BpelUTeNIel B BEYHO3EIEHOM JIeCy C O4aroBod nedonmarueii neca. B pabo-
te [Clark, 1964] ommcana cuTyalvss B BEYHO3EJICHOM 3BKAJMIITOBOM JIECYy, KOTJa NCHIUIMAIBI (JIUCTO-
OJIOIIKHM) BAPYT MEPEXOmAT K BCHBIIIKE YHCICHHOCTH, XOTS Y HUX MHOTO BParoB W HET XMMHUYECKOU
3amuTe. B oTpsge mepenoHYaTOKPBUTBIX CYIISCTBYIOT CEMEHCTBA OC-TIApa3uTOB, KOTOPHIE aTaKyIOT
W OTKJIQJBIBAIOT SHIA B JIPYTUX IEPETIOHYATOKPBUIBIX Tapa3uTax. JKW3HEHHBIH UK OCHI-TIapa3uTa
JIOJDKEH OBITh TOUHO MPUCIOCOONICH ISl Pa3BUTHUSI BHYTPU KOHKPETHOTrO X03sivHA. [leficTBUs BCex ma-
Pa3UTOB CIEHU(PUUHBI, UM TIOIXO/SAT TOJIBKO ONPEICIICHHBIC CTAMK PAa3BUTUS BUIOB-X035eB. OOBIYHO
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YHUCIIEHHOCTh CBEPXIIapa3UTOB HEBHICOKA IMPH MAaJIOM JUIsi HACEKOMBIX r-miapamerpe. HacekoMbix ¢u-
To(haroB 3QGEKTUBHO PEryIUPYIOT Mapa3uTHUSCKUE HAC3IHUKH, HO MEPBUYHbBIC Mapa3uThl CaMH CTa-
HOBSITCS KEPTBaMU arak MapasutoB Broporo nopsuaka Coccidoctonus psyllae, ecnin nX KOHIEHTpAITHS
CTaHOBUTCSI BelMKa. B pe3ynbrare MEXBHIOBOTO CONEPHUYESCTBA MAPA3UTOB Y JIMCTOOJIOIICK MOSIBIIS-
eTCsl BOBMOKHOCTH JUIsSI OTpaHMYEHHON BO BpeMeHH (ha3bl POCTa YHCICHHOCTH, €CITU HMX IOITYJISIIHS
MIPEOIOJICET TOPOT M YCKOIB3HET OT KOHTPOJS MEPBUYHBIX mapa3uToB. Dasza pocTta CKOPO CMEHSET-
csl pe3kuM majieHneM. [lcrumapl He YHHUYTOXKAIOT PacTUTEILHOCTh HEMOCPEICTBEHHO, HO B JIMITKUX
BBIJICTICHUSIX JINCTOOJIONICK Pa3BUBAIOTCS MATOTCHHBIC IJIST MTOBPEXKACHHBIX JUCTHEB JIEPEBHEB MHUKPO-
opraam3mel. Ha pucynke u3 [Clark, 1964] mokazana muHaMuKa TOITYJISIIMOHHOTO Iporecca ¢ (a3zamMu
pasButus Bembimek ncwumuasl Cardiaspina albitextura ¢ nmoporamu gucineHHocTH (cM. puc. 3). Takue
KpaTKhe BCHBIIIKH M MOCIENYIOIINe KPU3UCH MMEIOT JIOKANbHBIA XapakTep W He HeCyT CIUIOIIHBIX
MOpaKeHUH Jieca.

[Topor mist araku
CBepXIiapasura
Coccidoctonus psyllae

YuCcaeHHOCTH IICUJIIIN

1 11 II IVV VI VII

da3pl BCIOBIIIKH

Puc. 3. IIpumep moporoBoii peryssiiyu: JUHAMHUKA KPATKOW BCIBIIIKK TICHILIH] ¢ OCHOBHBIMHE (pazamu u3 [Clark,
1964]

IIpencraBuM, YTO pa3BUBAETCS CUTYAIMsI BHE3AITHOTO 00OCTPEHHs] KOHKYPEHTHOTO IIPOTHBOOOP-
CTBa ISl TIOMYJSIIMK TPH NPHOIMKCHUH K HEKOTOPOMY IIOPOTY YHCIEHHOCTH J, YTO 3HAYHUTEIBLHO
MEHbIIIE TEOPETHIECKON JOITyCTUMOW eMKOCTH. [Ipu mpubimmkeHny K mopory KOHKYPEHIHsI TIPH BHETII-
HEM BO3JIEWCTBUHU 000CTpPSIETCS U BO3HUKAET KPU3HUC, OJJHAKO YPOBEHb JIaBJICHUS 3aBUCUT OT COCTOSHHUS
MOMYJISIIMK HEITMHEWHO. BrIpa3suM B ypaBHEHUH MOPOTOBEINA 3P(EKT MPOTUBOJACHCTBUS arpecCUBHOMY
POCTY YHCIEHHOCTH C JIOTapH(QMHUUECKON caMoperyisiiell caeayomuM 00pa3om:

dN ( [ ) N™"(t—1))
— =N(@)rln -0 -gN(®), 6>¢q, m=2, NQO <J<SK. 14)
dt N(t-1) (J = N())*

B cuenapun monenu (14) Ha nepBoM 3Tane NPOUCXOOUT YBEJINYECHHE YHUCICHHOCTH HEOOBIION
rpynmsl N(0) < J 110 BapHaHTy JIOTHCTUYECKOW KPUBOW, HO POCT OCTAHABJIMBACTCS /10 MPOXOXKIACHUS
TOYKM Ieperuda. Bmecto 0O0bIYHON cTaOMIM3aLMU TIOCIIE KPATKOIO IPEBBIICHUS PABHOBECHUS «OBEP-
IIyTa» Jlajee HauMHAeTCs CTaausd pe3Kol yObUIM YMCIEHHOCTH Ipu Bospactanuu F(N™), m = 2, 1o
TOT0, KaK IOTEHIMA pocTa OyleT ucuepiial BHYTPUBHIOBON PETYISLIHMEH U OrPaHUYEHHOCTBIO PEcyp-
coB. BoszelicTeue cienmduyeckux OMOTHIECKUX BHENIHUX, HO 3aBUCUMbIX OT YHCIEHHOCTH N(f — 7,)
(haxTOpOB CO3/1aeT MOPOT, IPU MPUOIHKEHUH K KOTOPOMY TOMYJISIIHS TEPEXOAUT B IeMOTpaduuecKuil
kpuzuc (cM. puc. 4). Ilapamerp | TyT — TeopeTuueckasl ImpenesibHas €MKOCTh IHIIEBBIX PECYPCOB,
KOTOpas ISl MAJIOW JIOKAJIbHON IPYIIIbl HE JOCTUTAETCS.

[Momynsanust TpoxXoauT NIyOOKUI KPU3UC, TaK KaK peakuus ee OMOTHYECKUX MPOTUBHHUKOB aHa-
JIOTUYHO oclalisieTcs, ¥ B pe3yliibrare MOMYJSIIMOHHBINA MPOIece MOCIe MePEXOAHBIX KolIeOaHui cTa-
OunM3MpyeTcs Ha ypOBHE tll)rglo = P < J. llpn y™meHnbuieHun kodpduuuenta Bo3ueHCTBUSA J, OT KO-

TOPOTO 3aBUCUT rny61/1Ha Kpusuca, III/IKJ'II/I‘-ICCKI/Iﬁ PEKUM COXPAHACTCA. MOI[CJH) npuMEeHuMa Ijist uc-
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Puc. 4. CueHapHii IpeooNicHHs KpH3nca B pazpaboranHoit Mogermn (14) mpu m = 2, r = 7,17 x 1073, J = 103,
R=15x10%, 7=1,=48,6=10,q=42x 10", N(0) = 10

xomHo Majou rpymmsl N(0) < J/4, npu N(O) = 2/3J, m > 2, pa3BUTHE CTaHET V-00pa3HbIM dPdeK-
TOM TIPOXOXKICHHS CTaIHM «OyTBUIOYHOTO Topiibliika»y N(f) — €. B clieHapum aganTtupyeTcss HMCH-
HO BHCIIHEE BO3ICHCTBHE, ISl y4YeTa aJanTalldid camMOd IMOMYNSIHA MOXHO HCIOJB30BaTh KOPPEK-
TUPOBKY B perysiiuu In ( V(& = N(t = v))2/N(t - T)). Orpa"nu4uBaroldi MoKa3aTesib BO3ACHCTBUS J,
N() < J, ¥t, 0 < N(O) < J, B ypaBHeHuu (14) 3epkaibHO CUMMETPHUYEH IO CMBICITY KPUTHYECKOMY
nopory L w3 ypaBHeHms A.Jl. ba3pikuHa Kak HIDKHEH TpaHW )T CYIICCTBOBAHHUS JOKAJILHOW ITOIY-
mum 0 < N(0) < L, tliglo N(t) = 0. B pazButuu MoAenH JOTHYHO MPEACTaBUTH, YTO J HE SBISCTCS

KOHCTaHTOM, HO, BOSMOXKHO, CTaHET CTyIleHuaroi TpurrepHoii pynkuueii [Perevaryukha, 2018]. Harpu-
Mep, B IPOCTOM BapHaHTe MOPOr J KOIeOJIeTCs OT CMEHBI CE30HOB 0 MEPUOMUECKOMY 3aKkoHy J(w(1)).

3aKJIr4YeHue

Pazpaborana Monenb Uil clieM(UIECKOro CLeHapus NPEoJoJICHHUs PE3KOro KpU3uca, KOTOPBIH
BO3HHMKAET Mocje OBICTPOTO pocTa MOMYNALNU C BHICOKUM r-miapameTpoM. IlonoOHbIe ObICTpBIE Tepe-
XOIbl MEXIy TPEHAAMH POCTa U JCHPECCHUU aKTyasbHBI AJISl MHOTMX MHBa3HOHHBIX mpoueccos. Vpes
MOZEIN — B TOM, YTO YpPOBEHb COIPOTHUBJICHUS IODKCH MEHSTHCS II0 CBOMM BHYTPEHHUM INPHYH-
HaM, aJanTHPYACh K MPEALIeCTBYIONIEMY COCTOSHUIO BUAa-aHTaroHucra. B cuenapuu c (14) ypoBeHb
OKa3bIBACMOTO MPOTHUBOICHCTBUS PETYIUpPyeTCsS HEIMHEHHBIM 0Opa3oMm. B Hameit mogudukamun (11)
yuteH ¢dexr Ommm s nonyisinun, Tpedyromeld 00ibpIoi IoTHOCTH ocobel i 3(h(eKTHBHOTO
Pa3MHOXKEHHUSL.

MHorwue nomyisinyy, BKIIoYas HallluX TPeIKoB Mmoclie nepecenenus B EBpomy, mpoxoauiu cocto-
STHIE MAJIOUYMCIICHHON JTOKaJIbHOU TPYIIIBI, HO BIIOCIECICTBUN MPOJODKUIN POCT YnCIeHHOCTH. Mcce-
JIOBaTh CBOMCTBA MEPEXOAHBIX PEKUMOB HEYCTAHOBUBIIUXCS OMOIIOTHYECKHX TPOIIECCOB TOPa3Io HMH-
TEepecHee, YeM aHaJIM3UpoBaTh (OPMY aCUMIITOTHYCCKUX cocTosiHui [Plyusnina et al., 2005]. Jlns kax-
JIOTO CHenu(UIEcKOTo CIieHapus TpedyeTcs pa3paboTka IeleHarpaBieHHoi Moaenr. COOTBETCTBEHHO
CUTYaIluu JODKHA MEHATHCS TPAKTOBKA MCIOIB3YEMBIX B MOJCIISX BEIHUNH, KOTOPHIC HMCIOT TPAHUIIBI
anekBaTHOCTH [boprcoBa, ComoBreBa, 2017]. IHOTMA cUTyaIny, BICKYIIHE H30BITOYHYIO YUCICHHOCTh
OHOTO W3 BHJIOB, CO3MAIOTCS MCKycCcTBeHHO. B KuTae Hamamuimm mpom3BOACTBO JACTUKATCCHBIX MOJI-
JIFOCKOB B MOPCKHX CaJlKaX, X IJIOTHOCTh cTaja 04eHb Ooubinoi. [lociie nocTmkenns mopora Hadanach
SIMK300THS HOBOTO IITaMMa BUpycCa Tepreca YCTPHIl, U, HECMOTPSI Ha BCE YCHUIIUS, JOCTUYD MPEKHUX
00bEMOB TIPOHM3BOJICTBA MOJUIIOCKOB HE yaaeTcs. BriroueHue MOpOroBBIX 3HAYCHHWW B MOJIENIb MOXKET
MOMyYNUTh WHTEPIPETAIUIO U B CIydae PEryJIud IpH JCHCTBUU KaHHMOAIW3Ma B OJHOBHUIOBON CHU-
cTeMe.
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3ana3plBaHUE B MOJEIU Mbl OHMOJOTMYECKH HHTEPIPETHPYEM KaK arperMpoOBaHHYIO BEIMYH-
HY M3 HECKOJNBKHX (YHKIHOHAIBHBIX COCTABISIOIIUX JUIs JaHHOH cpeabl. Bo BpeMeHHbIe (QakToOpbI
PEryisiMU ¢ HOCJEAEHCTBUEM MOTYT BKJIIOYAThCS CKOPOCTh HCTOILCHHS/BOCCTAHOBICHUSI PECYPCOB
Cpezbl, BpeMsl OHTOT€HETUYECKOTO Pa3BUTHS, IIUTEIBHOCTh MUTPALIUU U 00Pa30BaHUs CKOTUICHUN JUIS
pasMHOXKeHUs. [loToMy MBI paccMaTpuBaeM pEryssIlIMIO C OTCTAaBAHUEM BO BPEMEHHM Ul CIaraeMoro
B 1paBoi yactu —F(N(¢f — 7,)) kak arpulyT NPOLECCOB B3aUMOIECUCTBUs B3aUMHO AATHPYHOIIHMX-
Cs1 KOMIIOHEHTOB 9KOCHCTEMBI, HO HE allpHuOpPHOE CBOMCTBO caMUX BUIOB. Kak MBI XOpoOIIO 3HaeM, Ha
HEKOTOpbIe WH(EKINW WMMYHHAs peakuusi y Hac BblpabarbiBacTcsi ObICTPO W 3(QPEKTUBHO, HA JPy-
rHe — JIUTEIbHO U HelocTaToyHo. IloBeneHne Monenu mpy yBEIMUEHNH ¢ MOYKHO HHTEPIIPETHPOBATH
KaK MJUTIOCTPATUBHBIN clieHapuil 1y 0O0pa3oBaHUs KOJIEOIIOIIErocsl odara XpOHHYECKOW WH(EKIUU
1OCJIe OCTPOM CTaguM ¢ IPUMEHEHHEM Tepanuu. Torna nepeMeHHbIH ypoBeHb J(f) JomkeH (QyHKIM-
OHAIIbHO OTpa)kaThb TEKYILEE COCTOSHUE opraHu3Ma. VIMMyHHBII OTBET UMEET HE TOJIBKO MEXaHH3MBbI
aKTUBAllU{, HO M CPEeACTBAa MHIHOMpoBaHMA. MIHOTIA OpraHu3M caM MIpPeXIeBPEMEHHO TOPMO3HT H3-
JUIIHE MHTEHCUBHBI MMMYHHBIH OTBET, KOIZa BHPYCHas Harpy3ka HECKOJIBKO CHMXKAETCS, TaK Kak
THIepaKTUBALIMS UIMMYHHUTETa U BBIOPOC MPOBOCHANUTENIBHBIX ITUTOKHHOB BBIIIE MTOpOra — 3TO OMac-
Hoe cocTtosiHue. Onucanue AeficTBUS IMMYHHBIX MEXaHH3MOB TPeOyeT pacIiupeHHs Yucia ypaBHEHUI
U JlaXe He MMOPOroBoil (DYHKIMU PEryJslny, a NpeIuKaTUBHON cMeHbl (hopMbl ipaBoi yactu. [loBexe-
HHE «IMMYHOJIOTHYECKOM» MOJEIH AJsl BUPYCHON MH(EKIUH TOKHO 3aBUCETh U OT Ha4aJbHOM 103bI
3apakeans N(0), Tak B KCHEPUMEHTaX C 3apaKEHHEM MBIIIeH KadyecTBO MMMYHHOTO OTBETa PE3KO
MEHSJIOCH TIPH TTOBBIMICHUN KOHIICHTPAIIUH MHOKY/IsIHTa rpumma [Marois, Cloutier, Garneau, 2012], To
€CTh BO3MOXKHBI 3aBUCUMOCTh F(N(1 — 7,), N(0)) u Bapuant 7 (1) — 0.

B nanpHeHIINX HCCIEIOBaHMAX aKTyallbHa pa3paboTKa MOIENIU CLEHapus, Ine IuOenb IoIry-
JSIIMU TIPOMCXOAUT HE M3 OKPECTHOCTH MAJIOYMCIIEHHOTO paBHOBecHs L-mopora uiau GIiIyKTyauui
¢ minN,(t; rT) — €, HO TIOCNIE JAOCTHKCHHSI MPEAeThbHOU TeopeTuueckoil emkoctu: N(f) — K. Ta-
KYIO YHCJIEHHOCTh B CHTyalud OypHOrO pOCTa CO CIMLIKOM MEUIEHHBIM COTPOTHBICHUEM T, — 00

cpeda MoJAepKUBaTh y)Xe HecrocoOHa: VN(7) > & linTl N(#) = 0. Ilpumeps! Takux cUTyallil Hepen-
0
KU, 3aBE3CHHBIC Ha OCTPOBA CEBEPHBIC OJECHU HE COOMParoTCsl OalaHCHPOBAaTh CBOI YHCIECHHOCTH Ha

npuemiieMoM yposae [Mikhailov, Spesivtsev, 2020], B pe3ynbsrare mactOuia 6e3 0XOTbl OKa3bIBAIOTCS
BBITOIITAHHBIMU U TIOIYJISIINS KOIIBITHBIX JETPaanupyeT.
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