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[Ipenno:keHbl MOIe Ha OCHOBE ypaBHEHWH € 3ama3JbIBAIONIE perymsimeit m oT-
JIOZKEHHBIM BKJIFOYE€HUEM HpOTI/IBO,Z[QI?ICTBI/IH AJId JTUHAMWKHA MHBA3HUBHLIX HOHyHHHHﬁ C
BBICOKMM PEIPOJIYKTUBHBIM MIOTEHIMAJIOM. B HOBOII cpejie MHTPOJIYIIEHTHI € OOJIBITUM
r-IIapaMeTpPoM CIOCOOHBI JIEMOHCTPUPOBATH HECTAIMOHAPHBIE W YKCTPEMAJIBHBIE PEXKU-
MbI U3MEHEHUs YUCIEHHOCTH U3-33 HEKOMIIEHCHUPYEMOI PENpPOyKTUBHON aKTUBHOCTH.
Ucrormenne HeOOXOAMMBIX UM PECYPCOB JIEIA€T HEBOZMOXKHBIMU OPOUTATBLHO YCTONTH-
BbIC ITUKJIBI. ypaBHeHI/IH B BBIYUCIUTEIBHBIX CIIEHAPUAX OIMUCHIBAIOT: 1) CT&6I/IJTI/I3aL[I/IIO
MAaJIOUUCJIEHHON MPYIIIBI TOCJIe OHOKPATHO BCIBIIIKY 1 KOJITATICA; 2) TUOEIb BCEIEHITa,
npu KoMe0ATETbHON TUHAMAKE C 3aMa3 bIBAIOIINM BHEITHUM JIABJIECHUEM; 3) YCIENTHOe
MPOXOYKIEHUE MOMYJISINEN C JIOTUCTUYECKUM THUIIOM POCTa MPEIKPUTHIECKOT0 MUHU-
MyMa TIPH ATANTaInyd K PE3KO YCUIUBIIEMYCS TPOTUBOOOPCTBY — PACIPOCTPAHEHHDBIH
clieHapuil KPU3KCa Ha, [T0IbEME, TIOITBEPK IEHHBIH 9KcIIepuMerTaMn. 1T peTbe ypaBHeHUe
O0TPaXkKaALT aKTYAJIHHOE MEKBUIOBOE B3AMMOIEICTBHUE C TIOPOroBOil perydarueii. Pazsu-
THE MOJEJAUPYEMOI CUTYAIUN 3aKAHYUBAETCH CTAOUJIBHBIM COCTOSHHUEM TIOCJE TUIyHo-
Koro kpusuca B ¢ase ObicTporo pocra duciaeHHocTu. CueHapuil OCHOBAaH Ha JAHHBLIX
SKCIIEPUMEHTOB C HHTPOAYKITHEH BHpyca-OakTepumodara B KOJOHIIO ODAKTEpHil ¢ Mexa-
mu3mom samurel CRISPR-Cas.

Karouesvie €A06a: BHIYUCIUTEILHBIE CIIEHAPUN WHBA3UBHBIX MPOIECCOB, PETYJIAIIST
¥ 3ama3bIBaHUE, MOJIEN OCIUJLISAII, OMOJIOrNYIecKoe MOIaB/IeHNe BUI0B-BCEIEHIIEB,
KPU3UC arPecCuBHON monyasanun, u3dbsirounsiil r-mapamerp, CRISPR-Cas.

Humuposanue: IlepeBapioxa A.K). Mogenuposanne Tpex BApHAHTOB JTHHAMUKH TT0O-
YA ¢ OOTBITUM PENPOAYKTUBHBIM IOTEHITHAIOM B HOBO cpejie. Borancmrenbubie

rexuoiorun. 2021; 26(2):21-43. DOI1:10.25743 /ICT.2021.26.2.003.

BBenenne

Paccmorpum mojieiupoBanne 0coObIX BADUAHTOB PA3BUTHA CUTYAIU B TOMYIAIUOHHOM B3a-
umozeiicteun. 1ejb padboTsl 3aKII09aeTcsd B MOAUMUKAIINE MOesell 119 BEIYUCIUTETHHOTO
onucaHus crenuduIecKoro XapakTepa CTauil HOMyIANHOHHBIX MPOTECCOB IIPU OTIOKEHHOM
PE3KOM BKJIIOUEHUH (DAKTOPOB PETyJsui. AKTYAJIbHOCTD MOUCKA HOBLIX MPOTHOCTUYECKHX
ypaBHEHWH 00YCIOBIEHA SBJICHUSME, KOTOPbIE BOSHUKAIOT IS BHJIOB ¢ OOJIBITUMHU PEMpO-
AYKTABHBIMHI BO3MOXKHOCTSIMU 1IPU UX CIIOHTAHHOM PACCEJIEHUU B YI3BUMBIX 3KOCHCTEMAX.
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22 A. FO. IlepeBaproxa

Hekoropbie cutyamum yHUKaJIbHBI, HO JAPYTHE BCTPEUAIOTCS PEryJIsiPHO. PernpomyKTHBHBII
MOTEHIMAJ BUJIOB C OOJIBINON TJI0/IOBUTOCTHIO M30bITOYEH. X r-mapamerp paccauTan 3BO-
JonHell Ha MpeoioieHne HebJIaronpuaTHHIX (DaKTOPOB U JeiicTBrAe BUIOB-KOHKYPEHTOB. Pe-
OPOJYKTUBHAS aKTUBHOCTH WHBA3UBHOTO BHJIA B HOBBIX YCJIOBHUAX YAaCTO HE KOMIEHCHUPYET-
cst |1]. EcrecrBennbie Bparu u naroreHHble OPraHu3Mbl Ha 3HAYHTEIHHOM HHTEPBAJIE BPEMEHH
U3 PeryJsaiiy UCKIIYIAIOTCs, OCTAITCS TOJAbKO Peryupyoinue (pakTopbl BHY TPUBHI0BOTO
npoTUBOOOPCTBA W OTPAHWYEHHsT PECypcoB. B 9acTHOM ciydae peakius MPOTUBOAEHCTBUs
BTOP2KEHHUIO OKA3bIBAETCA 3aMe/IJIEHHOU, HO UMIIYJIbCHON — “marorennsle (pakToOpbl” MOIYT
BKJIFOUUTHCS CO 3HAUUTEJIHHBIM OTCTaBaHHEM, HO CPa3y BBI3BATh MOMYJISIIMOHHBIN KPU3HC.

B pabore [2| npejcrasiena JucKperHo-HenpepbiBHAST MOAE/b JJist OIEHKU CKOPOCTH BOC-
HPOU3BOJICTBA 0CETPOBLIX pbib Kacmusa. Bo3MoKHOCTH cOXpaHeHus UX 3allacoB OINpejie/ieHa
BBIZKMBAEMOCTBIO MOJIO/IM B paHHeil “pednoii” :kKusuu. B Moje/m HA OCHOBE JUHAMUYECKH
nepeonpejiessgeMoil BBIYUCIUTENbHON CTPYKTYDBI BBIYUCASAETCS MOJOBO3PEJIOe TMONOJTHEHTEe
R = N(T). Cucrema mpejcraBiera B Bije Habopa TpeX MPaBbIX YacTeil ypaBHEHMUs, TOCIe-
JIOBATEILHO OMUCHIBAIONINAX BblzKHBaeMocTh nokosennit N(0) — N(7') na cramusax oHTore-
Hesza mosoau npu ¢t € [0...&, ... T:

—(aw(t)N(t) + O(N(0)B) N(t), 0<t<E,
= —(@N(E/w(&) +BIN({), <t <E+Ts, (1)
—(w(t)N(t))N(t —<), w(t) <ws,t<T.

dN
dt

3aech [0,€] — anuTesbHOCTD TIeprHoia Pa3BUTHI UKPUHKA—IHIUHKA, { — OCHOBHAsT OHOJIO-
ruvecKkas XapakKTepUCTUKA U He3aBucuMasg oT w(t); o — MrHOBeHHbIH KOdhDMUIIEHT cMepT-
HOCTH; 3 — MIHOBEHHBII K03(DPUIHEHT He3aBUCUMON OT H30BITOYHOM ILJIOTHOCTH CMEPTHOC-
TH; W3 — MOJEIbHBIN YPOBEHb PA3BUTHUsI, TIPU JOCTUKEHUH KOTOPOTO PE3KO OCIabIgeTcs
qeiicrBue pakTopoB cMmeprHOCTH. [loKazare/ib pa3MepHOTO Pa3BUTHUS PACCUYUTHIBAETCS IO
BCIIOMOTATEIbHOMY ypaBHeHuio w = f(N -V 3). Moauduxanus npasoil 4acTu ypaBHeHUs
Jts w(t) TMO3BOJIUT HACTPAMBATH MOJENb /I pa3audHbIX BuaoB. /leiicrBue “adpdexra Our-
au” ¢ BBIPAXKEHHOCTBIO K yaTeHo nonpasounoit dynkmueit (N (0)) = (1 — exp(—xN(0))) 71,
nMerorteii ciregyionmme csoiicrsa: (S) — 1 mpu S — oo, R = N(T'), N(0) = AS. 13Bect-
HbIE MOJIE/IN OTPAYKAJIU ITO SIBJIEHUE JIONOJHUTETbHBIM HEYCTOWYHMBBIM paBHOBECHEeM L, HO
B HaIlleM MeToje y urepanuu npu S &~ x* paBHoBecue 1)(x*) = x* ncde3aer U TPACKTOPHUS
lim,, o0 ¥"(z9) = 0. 3uagmmocTh noporosoro sddexra O B IKOJMHAMKKE MOKa3aHA B
o63opHoit padore [3].

Ananu3 Mozmean MpoBeJieH s JUCKPETHOR COCTABISIONIEH TPACKTOPUU — HTepaIuii
R.11 = ¥(R,) ¢ nojyuennoit 3aBucumoctbio 1¥(S), S € N, Ha ocHOBe YUCJIEHHOIO peliie-
HUsI TpeX ypaBHeHHWil Ha Tpex mHTepBajgax rubpuaxoro spemenu: [0,&), [, t, = £ + 7<),
[tw, T]. Kak ocroBHOI pe3yibrar B |2| onncaH JOKaJIbHO-HECBSA3HBINH XapaKkTep MPaHUIbl 06~
nacteit mpuTsKenus 0§) IBYX aTTpakTopoB (r5 = 0 1 Z}) U pacCMOTPEHbI AIEPUOTUICCKUE
Kos1ebanust, Kormaa 0bJacTi MPUTIKEHUs UMeIoT Heraakyto 0S). Ilepexogubiit xaoTudecKuit
PEXKUM MOJEJN MEXKIY ABYMS MOPOTOBBIMU 3HAYEHUSIMHU MO3BOJHI Y MHOTOYHCIEHHON pa-
Hee MTOTYJISIINY IMITHPOBATH BOSHIKHOBEHHE JIOKAJIHHON HEYCTONIMBOCTH W3-32 IPE3MEPHOIT
skcmryararuu. Mojiesb mokasasia, 9To, KOrjia ONTHMAJIBHBIH [JIAH MTPOMBICTA U JTOJT0CPOU-
HBI#f TPOTHO3 PHIOOJOBCTBA JIazKe JIJI 3alaca U3 MHOTHX MOKOJIEHUIT HEBO3MOXKHBI B COCTO-
STHUM XaOTHIeCKUX (hIyKTyanui, nepexos B CTAIUIO JeTPaJalu GHOPECYPCOB MPOUCXOIUT
crpemutestbao. Qopmyna (l)) pacmmpena st ciydas BHY TPUIONYISIIMOHHBIX TPYTITHPOBOK
y 0ceTpoBbIX poi0b [4].
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B maremarnaeckoii 6no/Ioruu IUCKPETHBIE U HEMTPEPBIBHBIE MOJIETH HMEIOT Pa3Hbie (OyHK-
IIMOHAJIbHBIE BO3MOYKHOCTH ¥ 00J1aCTH puMeHeHus1. uckpeTHbie “KOropTHbBIE” W PErpPeccuoH-
Hble MOJIeJIH TPUMEHSIOTCH B PIOOX034iicTBeHHOM TLTaHupoBaHnr. HoBU3HA CBOMCTB HTepa-
IIUOHHBIX MOJIeJIell U3-3a YHUBepcaJIbHOCTH Oudypkanuii cienapus PefirenbaymMa u nopsaka
muksoB reopembl A. ITlapkosckoro [b| npakrudeckn ncuepnana. B pasapix 1mo Guostornde-
CKUM TIPWHITHIIAM MOJIE/ISIX BUIHBI OIMHAKOBBIE M3MEHEHUsI, YTO OBLIO OTMEYEHO €I1e He 3HAB-
mum byrgamerTaababix npuau P. Masewm [6]. Hekoropwie asropsr 7] crposit muckperspre
MO/JIeJTA BOJIHBIX COOOIIECTB, HAMEPEHHO n30eras XaOTHIECKUX PEKIMOB.

B obbsicHenun TeopeTuuecKux SKOJOIHIeCKUuX Mpodsem auddpepeHIuabuble YpaBHeHIS
HPEJICTABJILAIOT CO00H (PEeHOMEHOJIOIMYEeCKOe U KadyeCTBEHHOe OllucaHue npoiecca. B HacTo-
daieit pabore Jiid aHaIn3a AMHAMUYECKHX 3DDEKTOB npu 00pa30BaAHUM HOBBLIX TOIYILIN
HAMHU KCIIOJIb30BaHbl HEIPepbiBHBIE Mojieu. [locaenoBaTrelbHO paccCMOTPUM MOTUMDUKAIINN
MoO/TesTell T IePeXoIHbIX PEeYKUMOB MONYIdauil B 1uddepeHnnanbHbiX YPAaBHEHUIX JIJTd CIie-
HapueB Pa3JnIHbIX GOPM aKTUBHOTO, HO 3aI1a3/IBIBAIOINIETO MPOTUBOAeiicTBIA. Pe3yabraTom
CTaHeT ONMUCAHHWE JUHAMHUKH TPeX aKTYAJbHBIX CIICHAPUEB, KOTOPHIE MOTYT BO3HUKATH TPHU
ouojiornyeckoit mnBazuu. J[g mpakTuku Hambojiee MHTEPECEH CIEHAPUN PE3KOro KpH3HCa
nocJjie CTaJuu OBICTPOTO POCTA YUCJAEHHOCTU 6€3 (PJIyKTyaInii.

1. O630p M3BECTHBIX METO/IOB N MMEIOMINXCA MpobJjem

B BogHBIX U JIeCHBIX 3KOCHUCTEMAX MHBA3UHM MOPOKIAIOT BAPUATUBHBIE U U3MEHYUBBIE TTPO-
IIECCHI, ITO TOTBEPIKIAETCA MHOXKECTBOM puMepoB. CrieHapun /1 OJHOTO BHA B PA3HOI
cpejie MOI'YyT OBITh B3auMOHUCKJ/odaomumu. Tak, rpedneBuk-xuniauk Beroe ovata B Yep-
HOM MOpe — AKTHBHBIH CIOHTaHHBIH Beeserer [8], Ho B KacmuiickoM He ¢MOr aIanTHpO-
BaThCS JaKe TOCJe CHelUuaIbHOro Bbiycka. Cyabba MOMYJSIIA BCEJEHIIA ONpeIe/aeTcs
MoCJe MEPBUYHON BCIBIIIKHA M 3aBUCUT OT CKOPOCTH BOCIOJHEHUA PECYPCOB B OTJIOZKEHHOTO
neficTBust (DAKTOPOB CONPOTUB/IEHNSA. ATPECCHBHBIN BTOPIIIHIICS BHJ, HECMOTPS HA 0O0JIb-
MYyI0 IJIOJOBUTOCTH, MOYKET HMCYE3HYTh M3 HOBOTO apeasa. 3BecTHbl (DaKTOPHI, KOTOpPHIE
CIOCOOCTBYIOT CIIOHTAHHOMY HCUYE3HOBEHHIO arpeccopa, 3TO KaHHUOAJIM3M WU HpPSIMOe YHH-
YTOXKeHUe pecypcHoii 6a3bl. Komiuieke ¢pakTopoB 6HOJOTHYECKOTO COMTPOTUBIEHUS TPOIECCY
cTabu/in3aluu YUCJACHHOCTU BU/1a-BCEJICHIIA BbI3bIBAET [IOPOIOBbIE SIBJICHUS, KaK, HAIIPUMED,
“Oy TBLJIOYHOE TOPJIBIIIKO .

JInst muTepupeTanun HeKOTOPBIX BBIYUCIUTEIHHBIX PE3YJILTATOB W OOCYKJIEHUS PaMOK
HPUMEHUMOCTH Mojeseil cchopMyHpyeM HpeIBAPUTE/IbHbIEe OrPAHUYICHUS.

IIpedaoorcenue 1. Juuamuky nomysasiiuu ot ucxonuoit rpynmst 0 < N(0) < M € N 6ymem
CYUTATDH JTEPMUHUPOBAHHON JuHaMUYECKO# cucremoit N (t; I‘) Ha, JOCTATOYHO OOJIBIIOM KO-
HEYHOM BPEMEHHOM HHTEPBaJjie BpeMeHH ] , eC/ii CYNEeCTBYeT HHTEePBAJI 3HAYeHHT OHO/IOTH-
geckmx xapakrepuctuk AL'; st Bcex v; € I', m 9T10T apamerpuaeckuii mHTEPBA TPUMEHIM
Ha OrpAaHWYEHHOM JIMAINA30HEe JIOMYCTUMBIX 3HaUeHuil yuciennocru [L > +e, L < o0].

lIpedrootcerue 2. JdonmycTum, 9TO TOJIBKO OJHA 7; U3 HabOOpa XapakKTepucTHK Buga I'
CIIOCOOHA TIPeTepIIeBaTh 3BOIIONMOHHBIE H3MEHEHHs CKAauYKoOOpa3HO B paMKax HHTEpPBAJIa
AT; u BHe 3aBucuMOCTH OT TeKyled uncaennocru N (t).

ITpedaoocenue 3. Kak caencrsue, 6ynem cautarh, 9T0 Npu Masbix 3Hadenusx N(t) — 0
IPOIECC OTPeJIeIeTCsl CydaitubivMu coobrTuaMu. [lpu Gosbinoit Bennanse N (1) HOmysims
HPUXOJUT B COCTOSTHHE JeMOTPaPUICCKOro IepenoTHeHUs, e Habop IKOJOTHIECKUX XapaK-
TEPUCTUK, UCIOJb3YEMbIX B MOJEJN, He MOXKET COXPAHATh paHee IBOJIOIUOHHO JTJOCTUTHYTHIE
B3alMHO COTJIACOBAHHbBIC 3HAYCHUAI.
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Uzsecten meTon dhopMaan3anui BHYTPDEHHUX PEryIUPYIONIX (HGakTOPOB B yPaBHEHUSIX
JUIsl IMHAMUKY HOMYJIAIUN ¢ HOCTOAHCTBOM r-napaMerpa. Jlas perenus nomyasaiuoHHOTO
ypasuerns N = rf(N*) rpamunuonmo monaranocs mammame toukn f/(N) = 0: f/(N) < 0,
N > N, CHUKEHHsI CKOPOCTH IPHPOCTA IO ero oCTaHOBKH. IIpHpocT Ipekpaiiaercs Ha
ypoBue “nacwiiienusi cpegb’”’ f(N*) = 0, N* = K. B sorucruueckoit mojgenun Pepxroii-
croM B cepeiune XIX B. BBeJleH KBaJIpaTUYHbIN 3aKOH perynuposanus k = 2. [Ipu Boibope
dbopmbr byukun peryasimun f(N) PepXiogcT He OCHOBHIBAJICS Ha PEATbHBIX HAOJIOIEHN-
ax. Bee momuduranun momenn pocra N(0) — K somosmsomerocs VN (0) pasiamgaiorcs
MMEHHO II0JI0KEHHeM TOUKH meperuta N y KPUBOIl pellleHns OTHOCUTEJbHO K. B 3T0it Touke
CKOPOCTH MPUPOCTA YUCJICHHOCTH MAKCHUMAJIbHA, TIOTOMY MepeMelleHne ONOCUCTEMBI B TAKOe
COCTOSIHHE CYMTAETCST BBITOMHBIM JIJIs1 ONTUME3ANuU npoMbicia. ¥Ypasuenne VLM (Verhulst
Logistic Model) momynsipHo moromy, 9To maer odeBHIHOE W “ymoOHOE” perreHne Jjist TOY-
ku nepernba — K /2. Ulges cyrmecTBOBaHUs ONTUMAJIBHOM TOUYKH B MPAKTUKE IKCILTYATAIHH
OPUBOINIA K UCTOIIEHUIO U JTayKe CTAHOBUJIACH MPUYHUHOM KOJLTAICA TIPOMBICTOBBIX 3aMaCOB
poi6 [9]. B skcmepuMenTax Mo u3y9IeHHIO pocTa KOJIOHUH MPOCTEHITUX HA TTHTATENIEHOM Cy6-
crpare ToYKa repernda OKa3plBaJach HEMpPeICKa3yeMO CYIIEeCTBEHHO Bhilie (I HUZKE), 4eM
npu gucaerrocTr Hacwimenns N = K/2 [10].

U3BecTHO MHOrO BapuaHTOB MOAUMUKAIMI JOIUCTUIECKIX yPABHEHWI OI'DAHUYEHHOTO
pocra uuciaennoctn /IN(t) > K, N(0) < K. Cospemennas 00OOIICHHAS 3aMHCH
O-JorucTuaeckoii Mojeau GanancoBoro pocra unciaennoctu N(t) — K [11] npeacrasisiercs
TaK:

dN N\°

Cpasuenue moandukanuii mogenn (1)) npuseneno B psge 0630pHbIX paboT No Gasancu-
pyeMoii U paBHOBECHOW acuMITOTHYecKOil muHamuke momyssmmii |12, 13]. Cerogus taxkume
MOJIEJTH TIPUMEHSIFOTCS JIJ1sl TIPOTHO3a YesioBedeckoii nomysinu B Kurae [14]. Tlogo6ubie Mo-
JIeJTH MOTYT OBITH CYIIECTBEHHO 0oJiee CI0KHBIME, YeM O-noructudeckas (1)), nanpumep, oma
uMeer OOJIbIIEE YUC/IO TapAMETPOB:

dN (1 N/(K + EN)® ,
a1 -N/KE(I =) 2)

Mogenu u OTHOCATCA K UICAJTUCTUICCKOMY IIPEJACTABICHAIO O MOHOTOHHOM IIPOTe-
KaHHUH HOIYISIHOHHBIX IIPoIleccoB. B HacTosIIe# paboTe HAC HHTEPECYIOT METOIbI OIMMCAHNA
9KCTPEMAJIbHON JMHAMHUKH, [EPEXOJHBIX M IIOPOTrOBbIX siBjienuil. IIpomecchl npu mHBa3uM
BHUJIOB Pa3/IeJIAI0TCSI HA HECKOJbKO cTajuii. ZIBjeHne “BCHBINKHA YUCAEHHOCTH B JE€HCTBU-
TEJTBHOCTH MMeeT HEeCKOJIHKO (POPM IWHAMUKH, CTAAUNl PA3BUTHSA W CIIOCOOOB 3aBEpITEHHS.
EnvandanbIl XpecToMaTURHBIR A-TIHK 1)1 HACEKOMBIX — OJUH U3 TPUBHAJIbHBIX BAPHAHTOB.
A. Beppuman B |15| cpaBHWI Tpu clieHApUsi ¢ HEPErYJIsIPHBIME KOJEOAHUSMEI IHCIEHHOC-
TH B UTEPAIUOHHOI XaoTu4ueckoit momenn. Kinaccudukanumu sBIeHHH BCIBIITEK HACEKOMBIX
[0 TUIIAM PEryJsIiid Ha OCHOBE IIPUMEDPOB MOBEICHUSA BpeauTesieii: meakonpsaga Lymantria
dispar, kopoena Ips typographus n nuxroBoro ycaua Monochamus urussovi B necax Cubupu —
nocssiensl paborsl A. Ucaesa, P. Xue6onpoca u JI. Hemopesosa [16-18|. B nannoit 3a1a-
4e, 10 HAIIeMy MHEHHIO, CAMBIM CJIO?KHBIM aCIeKTOM CTAHOBHTCS MaTeMAaTHUYECKOe OIMUCAHUE
BAapUATHBHOCTH 3aBEPIIEHHST SKCTPEMAIBHBIX MPOIECCOB, KOTOPBIE IOIYCTHMBI IS OJHOTO
BHJIA.
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B konTekcre 3a7a4un O CIEHAPHOM MOJEJIUPOBAHUN BTODYKEHUS BUJOB II0JIATAEM, UTO
BaykKHas xapakrtepuctuka B () — emkocts cpeast just pammoro Buga K VN(0) > 0
lim; ,7 N(t;7) = K, B onucannu nepexoja K ¢asze B3PHIBOOOPAZHOTO PA3MHOMKEHUs OHA
UMeeT YCJIOBHBIM XapakTep. HBa3suBHBIN BUJ B OTpaHUYEHHOE BpPEMsl MOYKET JIOCTUTATH
OTPOMHON YHCJEHHOCTH, HO UTOIOBOE PABHOBECHE TPHU t — OO MOXKET OBITH CYIIECTBEHHO
MEHBIITe TeopeTndeckn ponyctumoro K. B HOBOM OKpy»KeHuu y Bua BOSHUKAKOT CUTYAIUH,
KOTJIa JIJIST Hero He HAaXOJAWTCH YKOJOTHYecKoit K -HuWImM, Tak KakK B MPOIECce 3axXBara ape-
aJta bmoTmveckas cpefia Jerpaaupyer. bojee TOro, Ipu HATUYUU TEOPETUIECKH MOTHOCTHIO
JIOCTYITHON eMKOCTH 9KoJorudeckoil Hummu (R > K) B OTCYTCTBHE KOHKYPEHTOB IPH HEKOTO-
pbix HadaabHbIX yejioBusax N(0) > L 4acTHbI HOLYJISIIMOHHBIA [IPOLECC HORAET 110 TAKOMY
CIIEHAPUIO, YTO TOIMYJIAIUs HE BBIXKUBET, MOTIaB B MUHUMYM “OyTHIJIOYHOTO TOPJIBITIIKA .

Dopwma samegsionierocst npupocra N(0) — K B peaabHOCTH MOYKET BBIIOIHITHCS He
I Beex HadaabHbIX yesaosuit: IN(0) > 0, limy_,7 N(¢;7) = 0. [IponnkHOBeHNE € TMHUYHBIX
ocobeil He o3HavYaeT ycmemuoro paccesenus [19]. aeo meobxonaumoit rpymisl ocobeii onu-
CBIBAET BAPHAHT MOJIEJHN JIOTUCTHYECKOTO pocTa B 3anucu A.Jl. Baspikuna jijiss MUHAMAIBHO
JOTYCTHMO# dmcenHocT rpymmel ocobeit N = rF(N?) - (N — L), u L > 0 oxa3bBaercs
neycrofiuusbiM pasrosecueM [20]. Ecan rpynma mana (N < L), 70 HOIyJIsus BbIPOK12€T-
cs, KaK, HAPUMep, MPOUCXOIIIO ¢ OCTPOBHBIME TOMY/ISIUSIMI KapJIUKOBOM Jjiuchl Urocyon
littoralis |21]. VIzBecTHO MHOTO Ge3ycrenmubx nHTPoAyKIuii pei6 B Kacnuiickoe mope. Kpyn-
HOI'0 XMIIMHUKA Kamdarckoro kpabda Paralithodes camtschaticus B BapenieBo mope Bcesstin
HECKOJIbKO pa3 [22]. He ¢ mepBoii monbiTku Kpab-Beeaener chopMuPOBAT TaM OTIEIBHYIO HO-
HYJIAIKIO 110c/1e (Da3bl HEPBUYHOM BCIIbIIKK. PaciibiBuaroe noHgTHe “9KOJIOIHYecKas 11J1ac-
TUYHOCTb BHAA TPYAHO (DOpMAIM30BaTh apaMerpamMu. MeTo/1 ¢ BKJIIOYEHHEeM B ypaBHEHHE
L xak siBroro mopora (N — L) yKe CHIbHO H3MEHSIET ACHMITOTHKY DEIICHUs U MOJIO0KeHIe
TOYKHU Ieperuda.

Jng yuera B Mozesn paKTOpa MOPOTOBOil L-TPYIIIbI PeICcTaBaAsgeTCd HHTEPECHBIM 00b-
eVHUTH WJeW B BapuaHTe Oojee THOKO HacTpamBaeMoil mofjenu. Eciau BUIy HEOOXOIHMO
IOJJIEP:KUBATH KPYITHbIE CKOIIeHHsI (KaK y OBIIECTBEHHBIX HACEKOMBIX), 3HAUUT, ITO IBO-
JIOIHOHHO Tesiecoobpasno (fgomyctuvo © < 1). Vemex BOCIPOM3BOACTBA IPU yBeJHYEHUH
N(t) HamMHOTO MPEBOCXOIUT JeHCTBHE BHYTPUBHIOBOI KOHKYDEHIHH, 9TO MOYKHO OTDPA3UTh
BAPUATHBHOCTHIO MOJIEIN:

‘il_]tV:rN 1— % J(N=L), ©cl[1/2,3/4]. (3)

Moudukanus ucxoauT U3 NPUYUH BO3SHUKHOBEHUST FKOJI0rndecKoro 3ddexra arperupo-
BAHHOW I'PYNIBl — HEOOXOIUMOCTH YKPYIHSITH IPYIIB 0COOeH st JIydineil BhlZKIBAEMOCTH
noroMcTBa. lIpejgcraBisgercs JOrMIHBIM, 4TO KBajparudnas peryisiusg VLM uzbsirouna
JIJI KOJIOHHAJIBHBIX BHAOB. CyIecTBYIOT MHOTOMUJITHOHHBIE KOJTOHHHE TEPMUTOB, KOTOPBIM
BBICOKAS IJIOTHOCTH COBCEM He MeIIaeT W CKOPOCTh MPHPOCTa He MagaeT HPOIOPIUOHAD-
o N2, Ho 11 HUX OmacHa Majasg IUCIeHHOCTh (N — L). JIna oTaeabHBIX BUAOB ABHOTO
L-tiopora He HaOJt0/1aeTcsd, puiba poran-rosoemika Perccottus glenit paccensiercs 1mo o3e-
paM eIMHUIHBIMEH OCOOSIMH. 3aMeThM, 9TO TOKA He Mpeiarajach MOAUMUKAIUS MOIETN
s caygag 3N (0) > K, limy,7 N(¢;r) = 0. Buonormdueckn obocHOBaHA HHASI CHTYAIIUS:
eci co3anHasi (BO3MOYKHO MCKYCCTBEHHO) B OTDAHUYEHHOH CPejie YHCIEHHOCTH OPraHM3-
MOB upesMepHo Besiuka (N (t) > L), To JoKajibHas TPYIIa IPEKPAIIAET CYIIeCTBOBAHUE 32
KOHEYHOEe BpeMst 7 .
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2. Perynsamnusa 4mcJeHHOCTH B Mo/iejigX ¢ 3¢ dekTom 3amma31piBaHnAd

Komebannus, B TOM 4uc/ae amepuogmdecKiue, BOSHHKAIT Yy H30JUPOBAHHBIX MOyl — B
OJTHOBHJIOBHIX JTADOpATOPHBIX cucremax [23]. HTepecto, 910 B 1aGOPATOPHBIX YCJIOBHSIX MO-
JIVIUTD YCTOUYHBBIE KOJIEOAHUS B CHCTEME BUJIOB XHITHHUK — YKEPTBA CJIOKHEe, 4eM JJIsd Hace-
KOMBIX B OJIHOBHJIOBOM cjydae. Criocod MaTeMaTHdecKd ONUCATH KoJeOaHusI B OJTHOBHIOBOM
ABTOPEryJIIPYEMOH CUCTEME COCTOUT BO BKJIOYEHUU B MOJIE/Ib PEry/IsiIUN 3a1a3/(bIBAIOIIe-
ro xapakrepa (cmoco0sl ¢ mepuogmdeckuMu uMmiyascamu sin(W(¢ — 7)) u gpyrue ocraBum
3a paMKaMi cTaTbi). B onbiTax ¢ JabopaTOpHBIME TOMYASIIIUSIMA MEKBUI0BOE TPOTHBOOOD-
CTBO OTCYTCTBYET, HO (DJIVKTYaIUU MOABISIOTCA. [I7I1 HEKOTOPBIX CUTYaI# mpodJieMy HeBO3-
MOXKHO CBECTH K CHCTEMe JIBYX ypaBHeHuil ¢ oudypramueit Augponosa— Xomnda. Hanpumep,
MEKBUJIOBOE B3aUMOIECHCTBUE C YIACTHEM CBEPXMAPA3UTOB CJIUIIKOM CJIOKHO. Peryampyor
AKTHBHOCTH HACEKOMBIX-BPeJHTENeHl Mapa3uThl HECKOJIBKUX YDPOBHEl (CBepXIIApasuThi, aTa-
KYIOIIHe JPYTUX HapasuTHYeCKHX IMePENOHYATOKPBIIBIX ). DMUJAEMHs MOXKeT npuobperarh
NYJIbCUPYIONIYIO JTUHAMHUKY, KaK, Hanpumep, 3adonesaeMoctb COVID-19 B Upane.

Bxaouenne 3anma3apiBaius T — (peHOMEHOJIOTHYECKIH METOI MOASINPOBAHUS 1)1 TPYII-
bl 9KOJOTHIECKUX CHUTyalmii ¢ KojebareabHol crenudukoit. CauraeM 7 arpermpoBaHHOMN
XapPaKTEPUCTUKON JJIsl PEeTyJIsud YUCJeHHOCTH BHJIAa B JAHHOM cpeje. 3ama3/piBaHue B Ta-
KOl TPAKTOBKE OTHOCUTCH K B3aMMOJIEHCTBUIO KOMIIOHEHTOB SKOCHCTEMBI, & He K CBOMCTBaM
OTJIEIBHBIX BUIOB. [KopoTKOnUKIOBEIe PhIOBI (Kak capauaa Sardinops melanostictus) rene-
PUDYIOT PeryJsipHble KOJeOAHUs YUCIEHHOCTH ¢ YeTBEPTHLBEKOBBIM mepuoiaoMm [24], aro Bo
MHOTO Pa3 MPEeBOCXOUT MPOAOJKUTETBHOCTD KU3HU TMOKOJIEHUS] THXOOKEAHCKUX CAPJIHH.

1 BO3HUKAIOMIMX PE3KUX PEKUMOB (DIYKTYAIMil MOYKHO HCIIOJIB30BATH YPABHEHHA C
peryaanueii f(N(t), N¥(t —7), Tak Kak n0100HbIe KoJebaTeIbHbIE PEKUMBI HAOII0IAI0TCS Y
HOMYIANNi 1 6e3 yJacTus XUIMHUKOB, mapa3uToB. Mogenb VLM c¢ 3amazapiBanuem Delayed
VLM wuin Hutchinson’s equation — camoe n3BecTHOE U HCCJIe0BAHHOE MOIYJISIIIUOHHOE Y PaB-
HEHUe:

N N(t—1)
—E =N (1- =) (4)

k. XaTIuHCOH He OBLT TePBBIM, KTO PACCMOTPEN ocaeIelcTBre (N 3PeJTUTAPHOCTD )
B HOIYJISIIMOHHBIX MPOIECCAX MaTeMaTUYeCKu, paHee 31oT ciocod npeyiaras B. Bosbreppa
Jtst wETerponnddepeHnnaIbHbIX CHCTEM. Y DaBHEHHe H3yYeHO BO MHOTHX paboTax (CM., Ha-
npumep, [25]), B TOM 4ucIIe BEIMHCAUTEIBHBIMI MeTOIaMu. [0BeieHne BHOBD MIPeJIaraeMbIX
Mo uKaNui OyJIeM COMOCTABISATH C JIJIsSI HATJISIAHOCTH I'papUKOB IpH INPUOINZKEHHOM
3HAYEHUH IIapaMeTpoOB, HO 6e3 CYIIHOCTHBIX BBIBOJIOB, TAK KaK OHOJIOTHYECKas TPaKTOBKA
IapaMeTpoB B TPABBIX YAaCTAX OYIeT pasanuHa (CHenuaabHO UCTIOIb3yeM oGo3HaueHust K
u K).

CoBpeMeHHBIE UHCIeHHbIE METO/Ibl AaHAJIM3A YKECTKUX PelIeHHil CHCTEeM C 3ala3/IblBaHNU-
eM B OHOJMOTeKaX BBIYHCIMTEILHBIX CpPel OCHOBAHBI Ha peaju3aluu aaropurMma Jlopman-
na—IlpuHca maToro mopsiaka WM HesSBHOTO Meroma Pyure — KyTThl, MpuMeHSIeTCS TaKiKe
aiaroput™ Besiena—3ennapo [26]. YpasHenue ¢ 3anaspiBaHHeM MOXKHO IPEJCTABATH Kak
N =rf(t, N(t), Ny(-)), tme Ny(-) = {N(t+u), =7 < u < 0} — bynKnmOHATBHAS “HPEAHICTO-
pus”. 1Jish BBITHCJIEHNsT MOJIeJIeli ¢ 3aa3/IbIBAIOIIIM apPIyYMEHTOM IIOMUAMO HAYAJIBHBIX YCJIO0-
Buii N (0) K ypaBHEHUSIM HYKHO 3a3J1aTh HAYATIbHYIO OYHKIUIO-TPEIBICTOPUIO Yo () JIJIsT WH-
TepBasia [—u,0]. B 3amavax monyasmunoHHOl GHOJOTHE UCIOTB3YIOT OOBITHO CTAIIHOHAPHYTO
dbyukHO-ncTOPHUIO Yo(U) = const.
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BamazpiBanne aKTHBAIKUU MPONECCOB — BaXKHBI aCHeKT JijIsi MHOTUX IKOJOTHUECKHX
CUTYAIMH TOMUMO TIOMYJIAIHOHHBIX B3anMoaeicTuil [27], Hanpumep 17151 pereHeparun 6Ho-
THI AKBATOPHUH TTOC/Ie HeDTIHBIX 3aTPI3HEHUH, 9TO MPOJIEMOHCTPHPOBAHO B MOJIETH TPOTHO32
sprpodukanun Azosckoro Mopst A. Hukurunoit [28). [Ijist HEKOTOPBIX 33184 MOKA3aHA JOTY C-
TUMOCTH IIePexXo/ia OT YPaBHEHHUs C 3ama3/bBaionmuM aprymeatom K cucreme OJ1Y ueboib-
MIOf Pa3MepPHOCTH, OIMUCHIBAIONINX TPOMEKYTOYHBIE CTAUH HPOIECcCa, KaK MPEe/II0KeH0 B
MaTeMaTHIeCcKoi Mojen (DYHKIMOHNPOBAHUS CHCTEMBI GeJKOB-OHKOMapKepoB B [29].

[Ipu MabIx 3HAYEHUAX 1T IRHAMUKA MOJIEIN ONUINTET CAydail KpaTKOro MpeBbIeHns ba-
nancoBoit emkocru “ecological overshoot” (N (t) > K) sBienns win 3aryXaoliie KoaeOanust
(N(t) - K). B ypaBHenuu YCTAHOBJEHA BO3MOXKHOCTH BO3HHKHOBeHUs OnMdypKaIum
Angponosa — Xonda, kak u B Mozessx wa ocaoBe DVLM. Tlosisiasiercs ycroitauBbiii 1uKJ
N, (t;r7) |30]. Hapymenue kpurepust yecroiduBoCTH TOYKA-HOKYCa 3aBUCAT OT BEJIUIHHBI
r7. CyliecTBeHHOE yBeJWUeHne 17 > 7/2 BBI3bIBAET TE€PEXOJ B PEKHUM DEJAKCAIMOHHBIX
KoJ1e0aHuil, HerapMOHHYECKUX U C UYPE3BBIYAiH0 HU3KUMU MUHAMYyMaMu. [Ipu mukrax ¢ Mu-
HUMYMaMHU OKOJIO HYJISI MBI CTAJTKHBAEMCSI ¢ OTMEUEHHON BBITIE TTapaMeTPUUIECKOl TpaHumeit
aJIEKBATHOCTH, KOTOPasi eCTh y KazK /10 OHOJIOIrnuecKoil MOJIeIH.

Mognesn () umeer asbrepuarusubie BapuanTbl Mogudukanuii [31]. B Hekoropbix mMojum-
dbuKanugax HECKOJBKO W3MEHsIeTCsl HHTepIpeTanus cMmbicaa K (HO He 1), B 9aCTHOCTH, OHA
JIOCTATOYHO TPOMO3/IKO YCJIOKHAETCH, HO 6€3 eMKOCTH HUIIIN:

dN uvN(t — )

o riN{t) ve'™ + k(e’™ — 1)N(t — 1) — RNA(1).

Monennb ve BriIoUaer sBHO K, a koadduriment k > (0 cTaHOBUTCS HapaMeTpPOM, OIIPe e Is-
oMM Xapakrepuctuku mukiaa N, (t;r7), #Ho ming,«7, Ni(t;77) — 0 coxpansiercst. B apy-
roit momucukaruu ¢ K < K nociae 6udypramun ArgponoBa— Xomda HAOIIOIAETC Pe3KOe
NpeBpalenne HeyCTAHOBUBIMETOCsT TUKJIA MPH YBEIWUeHUn aMiauTyabl max N,(t) > K B
rpaexToputo N (t) — 00 ¢ HCEeBAONEPUOJANIECKONH KOMIIOHEHTOI:

N =7rN(t) 1—M (K—=N({t—1)).
dt K
B jannoii Momudukanun K oTparxkaer IpeJIKpUTHYECKUH yPOBEHb UYHCJIEHHOCTH C Bapu-
AHTOM PDeEIeHHsI [T SKOJOIMIECKOH KaTacTpodbl NEPENOJHEHNT eMKOCTH Cpelbl, a K —
ONITUMAJIbHBINA BBIACPKUBAEMbBIA YPOBEHbD.

IIpo6aemHbIil acekT MeToaa. ACIIeKT HOHUKEHUS MEHIUMYMOB ITUKJIA, 10 €-OKPECTHOC-
TH HyJd 3HAYUM U3 COOOParKeHWH NOIYJIANMOHHON HHTEpIpeTanyun, TaK KaK TOBOPUT O
HEYCTONYMBOCTU MOJIEJMPYEMOTO 00heKTa He B MAaTeMATHIECKOM, HO B OMOJOTHIECKOM IO-
auManuu. Mogesb (4)) Guosorumuecku ajiekBaTHa IIpU 3HAYEHULAX 7'T, OIIMCHIBAIOIINAX BAPUAHT
KoJiebaHuii BOKPYT paBHOBecusi, kKorga | max N, (t) — min N,(t)| ~ K. Ilpu mombiTKe pac-
CMOTPETh CHUJIBHOE 3ala3iblBaHue W OOJBIION PEenPOLYKTUBHBINA ITOTEHIMAI JIJIs HEeTPUBH-
AJIBHON MEePeXOHON cuTyarnun (BCIBIIIKH, JEIMPECCHN) MOy YUM De3KUe ITHKH ¢ HePeXOIaMu
K JUINTEHHBIM MUHUMAIHHBIM COCTOSHUSIM. A JIEKBATHOCTH XapPaKTEPUCTUK MOy TeHHBIX Pe-
JKUMOB — Mpob/ieMa JIjIst MeTo/Ia MOJIEJINPOBAHUS, KOT/Ia TPEOYyeTcs ONMCAHNe PE3KUX U3Me-
HEHUM 1IpU yBeJUIeHHH apaMETPOB.

O HeobxoaumocT MOaUMUKAIMHA YpaBHEHUI ¢ 3ala3IbIBAHUEM I IIPEOJOJIEHUs He 10
craTkoB Mojeneii Hukomncona 1 XaTunHCOHA ¢ HEPEAJTUCTUYIHO JJIUTEJIbHBIM MpeObIBAHIEM
TpaeKTOpuU B OKpecTHOCTH Min NV, (t) roBOPUIOCH HEOJHOKPATHO (CM., HAIIDHMED, PabOThI
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APOCJABCKEX aBTOPOB [32]), HO He OBLIO OTMEYEHO KOHKDETHBIX AKTYAIbHBIX IKOTOTHUE-
CKHUX CIIEHAPHeB I IeJieit ycosepiencrsopanust. B [33] ans nosmydenus sryunmx cBoiicrs
KOJTeOAHHI IIPe/IOZKeH CJIe/IYIOINi BAPUAHT ypPABHEHHS:

dN 1-N

o = NI =), f(N) = s

> 0.
dt ¢

MHuorue aBTOpHI BHIOUPAJIN TIYTh B HANIPABJICHWN YBEJIUYIEHNS UNCJIa YPABHEHUI — B CHCTe-
MaxX KOMILTEKCHBIX IIPOCTPAHCTBEHHO-PACIIPEICICHHBIX WU TP PY3NOHHO CBA3AHHBIX YPaB-
nenuii Xaranucona [34]. ITouck Meroga mapaMeTpruueckoi WiIeHTUMUKAINT TAKUX CIOZKHBIX
CUCTEM U3-33 HEOOXOIUMOCTH TO/Iy YeHUsT OOOCHOBAHHOTO B OMO/IOTHH TIOBE/IEHUS] CTAHOBUTCS
OTJICIBHON HETPUBUAJIBHON 331a49€i.

B paGore |35] npoBenen aHann3 SKCIEPUMEHTATBHBIX JAHHBIX O YHCJEHHOCTH MYyX W3
ombiToB Hukosicona. Ha ocHoBe 4uc/ieHHOro pelreHud JBYX YpaBHEHHI ¢ 3ala3IblBaHUEM
(J1s1 IMAro M JIMYMHOK) CJIETAH BBIBOJ O TOM, YTO COMJIACHO MOJIEJIH J1ab0pATOpHAsI TOMYJIsi-
1Ml HACEKOMBIX MOIJIA, HEOXKMJIAHHO BbIMEPETDb MPH IIPOJOJIKEHUHU dKciepuMmenTa. OrMeden
HEMAJIOBAYKHBII aCIeKT — IPOBOIUTH OCMBICIEHHBI UNCICHHBIH aHAIN3 CHCTEMBI ypaBHe-
HIA# yAaJg0Cch B JA0CTATOYHO Y3KOi objacTu mpocTpaHcTBa mapamerpoB. “Tlonacts” B 31y
061acTh UCXOs U3 OBIUX COOOpasKeHHil O XapaKTepUCTHKAX momyJsinuu aBropy |[35| me
HIPEJICTABISETCS BO3MOXKHBIM. 3J€Ch CHOBA, CTAJIKHUBAEMCs ¢ paHee OTMEYEHHON [id uTepa-
it x,.1 = ¥(a; x,) + Q[x;] npobiemoii [36], kKorga napamerpudeckue paMKE IPHEMIEMOTO
MOBEJIEHNS MHOTHX OMOJIOTHIECKUX MOJE el CO CJIOKHON KOe0aTe TbHOM IMHAMUKON y3K1e
1 UMEIOT MECTO HECBSI3HbBIE JTUANa30Hbl 3HaUeHnH Aa —> €. IITuKIbl y uTeparumii pa3andanTcs
He TOJILKO BeJIMYUHOI 1epro/ia, HO U MOPSAKOM 00X0/1a UX To4YeK. VIHTepBaJIbl HHTEPIPETHPY-
€MOI'0 IIOBEJICHHUST TPYIHO OTBICKATD, JayKe UMes CBeJIeHHUs O XapaKTePUCTUKAX IOIYJISIUN.
WNurepecuble 11 MOIEIUPOBAHUS SKOJAMHAMHKH PEKUMBI IOBEJICHUS B MPOCTPAHCTBE Ia-
paMeTpOB ypaBHEHHI MOI'YT IEePEMEKaThCs ¢ HeOObIACHUMBIME MeTaMopdo3amu (pa3oBOro
OPTpeTa.

A. Beppuman u P. Typuns B [37] oGparnim BHUMaHNe HA METOIMYECKHI ACTEKT YCTAHOB-
JICHHS PeaIbHOI 3HAYUMOCTH (PAKTOPOB, 3aBUCAIIUX OT IJIOTHOCTH ITOMYJISIIUA HACEKOMBIX, U
BBISIBJICHUS TPU3HAKOB PErYJIAINE ¢ 3ala3IbIBAHAEM 110 CTATHCTHIECKOH 0OpaboTke HabJIIO-
genuii. [IpsiMast aBTOKOPPeISIIUOHHAA 3aBUCUMOCTH OT IJIOTHOCTH HACEKOMBIX IIPU PEryJis-
A YUCEHHOCTH C 3ala3IblBaHNEM, ONpeae/eHHas 0 CTATHCTHIECKHM JTaHHBIM, OIleHEeHa
Kak pejkas curyanus [38]. B smreparype Her emHOr0 MHEHHST O MPUMEHHMOCTH METOIHK
CTaTUCTUYECKONR 0OpaboTKu. s momyasaiuil rpbI3yHOB ¢ YCTORUUBBIME TOMYISITHOHHBIMA
UKJIaMi Ha cepepe AHraun B [39] mpuBeneHo MOATBEPK/IEHHE JIefCTBIS 3aIa3/bIBAHUS 110
UMEIOIIUMCSI JAHHBIM peaJibHbIX HabJiroaeHuii. ¥ nojeBok Microtus agrestis jeiictByer ru0d-
KN MeXaHu3M DPeryjsiiui *KH3HEHHOIO IUKJIa — I0J0BOe CO3PEBAHNE MOXKET IPOUCXOINTH
0 3aMeJIJIEHHOMY BapHWaHTY, KOT/Ia MOJIOIbIe OCOOU, POJMBINHECS TPW W3OBITOUHON MI0T-
HOCTH, IIPOIIYCKAIOT BeCEeHHUI ce30H paszMuHOxkeHus. [loromy mexanmsmbl 3ddexta delayed
density-dependence npu MojeJMPOBAHHE IEJIeCOOOPA3HO pa3esaTh HA BHYTPEHHHUE, CBsI-
3aHHBIE C COCTOTHHEM TPYIIIBI 0co0eil, U CBA3aHHBIE ¢ MEKBUIOBHIMHU B3aHMOIEHCTBUSIMU B
KOCHUCTEME.

Benbimky  9MCI€eHHOCTH — BCEJEHIEB HEJIb3s OMHCATb ITPH  CBOHCTBE MHHHUMYMOB:
mingci<r, No(t,7) — €, € < 1, CAUNIKOM HU3KHUX I BO3MOYKHOCTEH MOBTOPHOTO OBICT-
POTO POCTa YUCJICHHOCTH IIPHU OOJIBIINX 3HAYCHHSX 7, OOBIYHBIX I HaceKoMbiX. Ha rpa-
duKax, OTparKaIMKUX MOCJEICTBHSI BCIBIIIEK YHCIEHHOCTH HACEKOMBIX, ITPUBOISTCS pas3-
MepbI CILIONIb MMOPAXKEHHOW HMH TEePPUTOPUU Jeca. B oTderax He (DUKCHDPYETCS YHCIeH-
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HOCTH HEMOCPEJCTBEHHO BpeauTe ist. KomnaecTBo rycenut Ha euHHILY ILIOIA U He OJIN3KO
HYJIIO, €CJIW CILJIONTHOTO TOpaKeHus Jjeca He orMedeHo Ha rpaduke. B dopeanabHbIX Jecax
BCIIBINITKY BPeINTeJIel 9acTO UMEIOT CePUIO MMKOB YUCIEHHOCTH, KaK PEryIsSpHO NPOUCXOTAT
¢ esioBoit siuctoBepTKoit B Kanase. [Ipu paspadborke HOBBIX MopudUKAIUil ypaBHEeHUN BUIA
i =rx(t)f(z¥(t — 7)), k > 1, myxH0 06palaTh BHUMAHIE Ha YKA3aHHYIO B HPEJIOYKEHUN 3
npobJjieMy CyNIHOCTHO# wHTeprpeTanuu noaydaemMmbrx aykryaruit. Mogenr @epxoscra u
Bce ee mogaudukarnun N(0) > L, limy_,o, N(t) = K npuMeHUMBI /11 BUJOB, KOTOPbI€ TPOCTO
3aMOJTHSIOT, HO HE Pa3pYIIAIOT CBOIO Cpely OOUTaHUSI.

3. Cuenapwii 3atryxanus nepBuaHoii Bcubimku (boom-bust)

Bynem ncxoanth U3 npuHNANa, 9TO 3aMa3bIBAHNE B MOIYISIIHOHHBIX MOIEISIX — arperupo-
BAaHHAsT XaPAKTEPUCTHKA B3aNMOIEHICTBHUS BIUA CO CPEIOil, HO He OMOIOTHYecKasi KOHCTAHTA,
KaK JIJIMHA CTAJ WU OHTOreHe3a & B THOPHIHON MOJIEJTH . [Ipu cymuocTHOM 0O0CHOBAHUH
TPeX HOBBIX MOJUMDHKAIUNA UCXOAUM U3 TOUKHU 3PEHUs, YTO T CBA3aHO HE ¢ KAKHM-TO OJ-
HUM HHTEPBAJIOM BpPEMEHH B OHTOreHe3e BHa, a C ACIEKTOM B3aUMOIEHCTBUS CHCTEMHO-
ro yposas. OHTOT€HETHIECKAs 33JIePKKa PA3BUTHS 0 MOJOBO3PEJION CTAaJuu — OJUH U3
KOMITOHEHTOB CUCTEMHOM 3aI1a3/IhIBAIONIEH PEry/Isiuu. JKOJI0TO-(DU3UOTOTHIECKAST PUPOIA
JIEHCTBHS NIPEJIIIECTBYIONIAX COCTOSHUN B PErY/IAlAA MOHUMAETCs MPOTHBOPeYnBo. ['oBopaT
o “cHcTeMe ¢ 3ala3abiBanueM”’, XOTs B JAHHOM KOHTEKCTE JIYUIlle UCIOIb30BaTh TePMUH “Me-
XaHU3M oma3/piBaonieil peakiun”. B padore [40] o Mozenn anbTepHATHBHOIO CILTAWCHHTA
PHK zanaszjpiBanue — arperupoBaHHasl BeJMUYNHA, CKJIa/IbIBAIONIAsCI U3 CYMMapHOI'O Bpe-
menu citaiicuara npe-MPHK 8 MPHK u Tpancrniopra MPHK u3 sgapa B iurormiazmy KJjaeTku.

KadecTBennoe u3mMenenue pekuMa MOBEJICHHS TPACKTOPHUH B HOIYJISIIMOHHBIX MOJEISIX
MOKeT BO3HHMKATH IIPU HECTAOWIBHOCTH PENPOAYKTUBHOTO r-IIapaMeTpa JU00 BEJIUIUHBI 3a-
na3apiBanus 7. Maaopea ucTuIHO, YTO U3MEHEHUE ABYX ITUX BEJIUIWH B HEKOTOPOH CHUTY-
anuu OyJAeT CHHXPOHU3UPOBaHO. [IpuMeM, 9T0 W3MEHEHHsT CBSI3aHbI MMEHHO C 7" KaK Pa3HU-
et MeyKIy MIHOBEHHOM €CTeCTBEHHON YOBLIBIO U POXK/IAeMOCTbIO. Bojiee THIUYHbIN CoTydaii
HpeJICTaBIgeT co0O peasu3alus BO3MOXKHOCTEH penmpoJyKTUBHON aKTUBHOCTH HPHU aJall-
Tallud BUJIa K OOHOBJEHHBIM YCJIOBHSM CYIIECTBOBAHHS — 3IBOJIIOIUOHHAA “r-CTpaTerus .
WNsmenenne 3ama3abiBaHusI T SBJSETCS, IO HAIIeMy MHEHHIO, CJIYYaeM Y3KOCIEeIu(pUIHBIM,
AKTYAJbHBIM B KOHTEKCTE PACCMOTPEHUsI CKOPOCTH BBIPADOTKH MMMYHHOTO OTBETA Ha PO-
HUKHOBeHHe mHpeknn. Hanpumep, npu cpaBHEHNN BpEeMEHH aKTHUBAIMHA HAWBHBIX UMMYH-
HBIX KJIETOK U HosgBjeHus antutes IgG /ig panee BAaKIIMHAPOBAHHOIO OpraHu3Ma, HO TOIJIA
MMeeT CMBICJI TOBOPHTH O Mojessax ¢ N(t — (t)).

[Tocsie epBUYHON BCIIBIMIKU 9UCTEHHOCTH BCEJIECHIIA MOYKET CTOJIb YKe PE3KO KOJLIAICUPO-
BaTh JI0 MUHUMAJILHO BO3MOXKHOH rpynnbl. THI nporecca ¢ Takoi ObICTPOil CMEeHOI TPeH,10B
B TOMYJISAIMOHHOM 9KOJOTHH uMeeT Haszanue boom-bust dynamics [41] (mpumeprbIil pyc-
CKOSI3BIYHBII 9KBUBATEHT “BCIBINKA—KoJutanc’). Bujen peskuii poct, HO MOTOM KPU3UC B
V-obpaznoii ¢opme. Ilpu uncrernnoctn nomyasuuun N(t) — L, N(0) > L npoucxoaar oco-
Oble 1poIecehl, CBA3aHHbie ¢ HDPEKTOM MaJION I'PYIIBL C IPEJEJHHO JIONYCTUMONR YHC/ICH-
HOCTBIO HA OIPAHMYEHHOM BpeMeHHOM mHTepBaje ¢ € 7. B maHHOM ciIydae HAC HHTEpeCyeT
HE ACHUMITOTHYIECKOEe COCTOSHUE TPAeKTOPHH MOJIE/H, & JOCTATOYHO KPATKU TePexoIHbIi
apdexT.

Mogenb mepexoaa oT (hasbl OLICTPO pa3MHOXKAIONIEHCs TOMYISIUNA B COCTOSIHAE JITHTE b~
HOM Jenpeccun MOxHO onucarb dbyukuueir f(N) = In(G/N). Jloructuaeckas Kpupas st
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npeiozkennoro B [42] ypasuenns N = rN In(K/N) umeer touxy nepernta K /e. Momudu-
nupyeM ypaBHenue ¢ peryssiimeii N(t — 7):

O~ N, (ﬁ) | (5)

YpaBHenue OIUCHIBACT AKTYAJTBHBINA I PA3BUTHUS WHBA3UH UYKEPOJIHOTO BHJA CIIE-
HApUil eIMHUYHON BCIBIIIKKA YUCJIEHHOCTH OT WCXOJIHON MaJioil rpynmbl. [leponavyajibHblii
CTPEMUTEILHBIA POCT NMPHU UCYEPIAHUH PECYPCOB PE3KO NPHUBOANT BHJ K MaJOIHMCICHHO-
My coCTOsHUIO. /laiee TpaeKTOpus aCHMITOTHIECKH CTPEMHUTCSI K HE BO3IEHCTBYONEMY Ha
cpeny 6anancy G. MBI crienuaIbHO HCIIOIB30BATN APYTroe 06o3HaYeHHe TTapaMeTpa, TaK Kak
nnTepnperanus dhasbl nponecca N(t) — G omingaercs OT AOCTHKEHUs] eMKOCTH Hummn K
u3 mojeseit Gepxiosicra i XaTdmHCOHA

Ha puc. [1] nokazana nuramxa u IpU OJIMHAKOBBIX 3Hadennax G = K = 15 000,
7 = 48, 6umskux N(0), HO pa3HBIX 7" BHE CYI[HOCTHOIO KOHTEKCTa (HEOOJIbINAs Da3HU-
nma y N(0) 31ech TOJNBKO ¢ HeabI0 pa3invarh TpaeKropuu Ha rpadukax). /lns ypaBHeHus
. Xarauncona r = 0.07, N(0) = 14, K = 15 000. Pemmenne DVLM 371ech nokasbiBaer mo-
SIBJIEHUE PETAKCAIIMOHHBIX KOJIeOaHuii — Pe3KUX MUKOB mpu Ming<i<1, Ni(t,7) — € u oueHb
JuHHOM nHTepBase Bpemenu ¢ N (t) ~ 0 + €. B skosoruaeckoit peaabHOCTH BCe TOBTOPHBIE
UKYA IUCTEHHOCTH U30BITOUHBI.

st cpaBHEHWsT MOJiesIell r-mapaMeTphl CHeMUHAIbHO MOJ00paHbl TaK, YTOOBI MAKCHMY-
MBI ¥ OCHUJUTUPYIONIUX PElleHnil JBYX YPABHEHHH B BHIYHCIUTETHHOM IKCIEPUMEHTE OBLIHN
pasHoBejukuMu. [Ipu nosHoM coorsercrun 77 < /2, u rorga pemenue (4) ne nokaxer
kosebanuii lim; ., | max N, () — min N,(t)| = 0, mo upu N(0) < K monoronno N(t) — K.

MOKHO TIPeIOKATH BADUAHT COEIMHEHUST UJIeH C TPe by el MoauduKkanmeii 1 Kpu-
THYeCKU MaJoii L-rpynnbl B (popMe ypaBHEHUst ¢ T > T; U PACCMOTPETh CUTYAIMH MCYE3HO-
BEHHA BCEJIEHIA TOCJE CJIOKHOTO KOJIeOATEJIHbHOTO PerknMa;

% =rN(t)In (%) Y(N(t—1)—L). (5%)

— 200 000

150 000 ~

100 000

50 000 1

Hucaennocrs ocobeit N (¢

0 100 200 300 400 500 600 ¢ q

Puc. 1. Cpasuenue ayx mojeneit: 1 — pemenne B popme boom-bust mogenn (5) mpu r = 0.0175,
N(0) =15, 7 = 48; 2 — NUKJ ¢ OKOJIOHYJIEBLIMA MUHUMYMaMU B ypaBHEHUH opu r = 0.07

Fig. 1. Comparison of two models: 1 — solution as boom-bust dynamics of model at r = 0.0175,
N(0) =15, 7 = 48; 2 — solution as cycle with near-zero minima in equation at r = 0.07
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B rakoii Mojenn nmapamMerpudecKuil JAMANA30H 7, T, T JJA HPOJOJKEHUs CyIIEeCTBOBAHUS
BIJIa-PEJIUKTA JIOCTATOYHO Y30K. DTO CBONCTBO MOATBEPKIAET MPUHIATT TEOPUH IBOJIIOIIH O
PEIKOCTH COXPAaHEHWsI PEJUKTOBBIX MNEpexXOmHBIX ¢opM, Takux Kak pbiba Latimeria
chalumnae.

OnuceiBaeMast BBIYUCJAUTEBHBIM CIEHAPUEM BCIBIIIKHA W KOJLIAINCA CUTYalusl Pa3BUBa-
Jach B CJIydae WHTPOAYIMPOBAHHOTO aMEPUKAHCKOIO XKyka Zigogramma suturalis |43] mius
60pHOBI ¢ copHsIKOM ambpo3meil Ha mossx CraBponobekoro kpas. [omymsusa dpurtodara
PaCIpOCTPAHMIACH (DPOHTOM OOJIBINON IIOTHOCTH, HO Tellephb H3PeIKa OOHAPYKUBAIOT €/I1-
HUYHBIE YK3eMILIAPHI KYKOB. Momaesb cauTaeM 6a30BOM I TOCIEIYIONIUX CIelHMuIec-
KUX MOJUpUKANUI [OIMYJIAIMOHHBIX yPABHEHUIT ¢ 3ama3/ibiBaHueM. Y paBHEHUsI u
HPUTOJHBI JIJIsI UCHOIb30BAHUS B 3aja4e IBHOIO OMHCAHHUS MEYKBHJIOBOIO IPOTUBOGOPCTBA
KaK JaCTh CHCTEMBI U3 HECKOJIBKUX YPaBHEHUI ¢ pa3HBIMU (DYHKIUSAMEI DETYJIAINN.

PeHOMEH B3PHIBOOOPA3HOI0 HOIMYJIAIMOHHOIO POCTA, H3-38 €0 IIPHPOIHONR BAPHATHBHOCTH
HHTEpeceH /IS pACCMOTPEHHUs Jajlee Ha MpUMepe IBYX aKTYaJbHBIX YaCTHBIX CIydaeB CHTY-
anun. [Ipn MognduKaiusax ¢ BKIOYEHHEM B OPaBy0 YacTh YpaBHEHUs HeJIMHEHHOH dyHK-
uun F[N(t — u)], peryaupyemMoro ¢ 3ama3jblBaHneM MPOTHBOACHCTBUS GHOTHYECKON Cpe/Ibl
N = rf[N(t — 7)] — F[N(t — u)], npuaercs orkazarhest or ya06HOrO cBoOfcTBa VEN (1) > 0,
N(0) > 0.

4. Cuenapuii ucue3HOBEHMs II0CJe cepuu Benbimiek (population
crash)

BeenuBmiasgcs: nony/isdnus Jlaxke ¢ BbICOKUM PEIPOyKTUBHBIM IIOTEHIIUAJIOM B pe3y/ibrare
0bocTpeHns KOHKYPEHTHOI 60PHObI MU BHE3ATHOTO HCYEPIAHIS KOPMOBBIX PECYPCOB MOYKET
MOJTHOCTBHIO UCYE3HYTH U3 HOBOTO apeana. B Kacnuiickoe mope B 1950-1960 rr. nckyccTBeHHO
AKKJITMMATH3UPOBAIN MHOTHE BUJIBI MOPCKUX pBIO (Kery, ropBynry, kKambasy, 6apabyibKy),
HO CEerojiHs U3 PBIO-BCEJIEHIIEB COXPAHMIACh TaM TOJIBKO Kedaab Liza aurata.
Muorovucsennpie  npuMepbl  ucdesHoBenuss  (3hdEKT  MOLyJISIUOHHOIO Kpaxa —
population crash), Kak Ka3an0ch, yzKe yCHENIHO BCEJIEHHBIX MOIYJISIUil, MPHBEICHbI B CTa-
The “Ceiiqac BBl UX BuIUTe, a Tenepb yzke Her!” [45]. Mroroseiii “Kpax momyaamuit” MOKHO
ONHCaTh B pelleHuH ¢ QIYKTyalusaMu, ecJd B MOAUMUKAINUN YPABHEHUs YUeCTh BHEITHee
JIaBJIEHUE C 3ala3/IblBAHUEM, KOTOPOe CBOMCTBEHHO He XHIMHUKAM, a BUPYCcaM WU Mapa3u-
ram. Ocoboe IeaeHATPABIEHHOE U3bsITHE (HAPUMEp, HHCeKTUIUTHYIO 00paboTKy B MEJIsIX
GOpBOBI ¢ HEZKEITATEJBHBIM HACEKOMBIM-BCEJIEHIIEM ) OTPA3UM C HCIOJb30BAHNEM OHOIOTHYe-
CKUX CPEJICTB MOJIABJIEHU S, JHTOMOIIATON€HHBIX BUPYCOB HJIU TAKOTO BU/1a, KAK MUHAATIOPHAS
napasutudeckad oca Irichogramma evanescens. Buojgorndeckue crmocoObl 3alUThl PACTEHU
CTAHOBSATCS BCce DOJiee COBEPIIEHHBIMH U MOMYJISIPHBIMA.
JonmoanM ypaBHenue (|5)) aKTyaabHOM COCTABILIONIEH MPOTUBOOOPCTBA — BHENTHUM (hak-
ropoMm ybbuin —gN (t — 7):
dN G
— =N{)rln | ———
dt N(t—T)
Moiesib B BBIYHCIUTEILHOM KCIIEPUMEHTE, TIPEJICTaBJICHHAs Ha PUC. [2) TOKa3bIBaeT Tpe-
KpallleHue CYIeCTBOBAHUS MOIMYIAIUH TOJIBKO MOCJe TOBTOPHOI BCIBINIKH, KOTOpad OoJree
BBIpazKeHa, YeM TepBbIil MUK aKTUBHOCTU. BTOpOoii IryboKuit MUHUMYM CTAHOBUTCS MTOCJIE/I-
uuM ¢ N (ty) = 0, BEIYHCIUTETbHBINR IKCIEPUMEHT 3aBEPIIACTCST COODIIEHNEM BBITHCTUTE b
HO¥ cpejibl 0 HEKOPPEKTHBIX 3HaYeHusdX nepeMenubix. [1pu 3navennax » = 0.0175, ¢ = 0.007,

—gN(t—1). (6)
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Puc. 2. Crienapwuit yHUITOXKEHUSA BCETEHTa: | — TOBTOPHAsT KATACTPOPHUIECKAS BCIBINIKA U THOED
TIOTTYJISATIHT TI0 @; 2 — IWKJI B PETEHUN npu 7 = 0.05, N(0) > 102

Fig. 2. Scenario of the invader destruction: 1 — repeated catastrophic outbreak and death of the
population according to (6)); 2 — cycle in solution of at r = 0.05, N(0) > 102

N(0) = 10, 7 = 48, G = 15 000 B () npoucxoar ucIe3HOBEHUE U OCTAHOBKA PACIYETOB,
TAaK KaK peleHue JeMoHcTpupyer 3Hadenust N (¢ > t) < 0 3a pamkamu uHreprnperanuu. s
MoJet XaTIYMHCOHA ¢ U3bATUEM snecs 7 = 0.05, N(0) = 10, ¢ = 0.007 1 MEHEMY MBI
nepecraroT ObITH AJINTEJIbHBIMU OKOJIOHYJIEBBIMU:

% — rN(1) (1 - W) — N (t). (4%)

JInst mpakTHKU YIpaBaeHns OHOpecypcaMu MOBeIeHUe HHTEPIPETUPYETCST HEOOBITHO.
CortacHO MOJIe/IN U3bATHE U3 MOMY/ISIIUN JeaeT ¢ OHOTOTTIeCKON TOYKN 3PEHNS TUHAMUKY
OoJiee cTaOMJILHON W TpegoTBpaIiaeT riyookuit kpusuc. [lomobHoe siBaeHne HaOJII01AJI0CH
B PeaJIbHOCTHU: OJIEHH, 3aBE3eHHBbIE CIENUAJIbHO Ha OCTpOB BepuHra, mocje mnpekpamennsd
OXOTHI TIOrU0JIM, TaK KaK Pa3sMHOXKUJIUCH H BHITONTAIU nacrouina. B Hamumonasibnom napke
Kpiorepa, ucxofs n3 NpakTUIECKUX COOOPAXKEHUM, PeTryIsSpHO M3BIMAIOT M3 CTA1a JUITHAX
CJIOHOB.

B npenioxkennoit HaMu MoJe/u @ C BHEITHEH KOHKYPEHTHOH YObIJIBI0O UHTEPECHO TO,
9TO WMEHHO yBeJndeHue r-mapamerpa sejger K curyanuu N(t) = 0. Ilpu ymeHbimeHun pe-
OPOJYKTUBHOM akTupHOCTH 110 1 = 0.017 mpoucxondaT oObIYHbIE pPeryispHble (pIyKTYaIuu.
B ciyuae yMeHbInenns ucxoanoi rpynmsl g0 N(0) = 10? ucuesHoBeHne MPOUCXOAUT MOCTE
nepsoro max N, (t). Ipu ¢ = 0.006 nabmogaiorcs 3aryxaomue koebanus N(t) — G < G,
G = 10 645.

DKoJiorudeckoe odobscHenrne dPEPEKTy HCUE3HOBEHHS IOCJe PeKUMa KOJIeOAHUi MOXK-
HO HaliTu B KJaccmueckux skcnepumentax . Tayse [44] ¢ aBymst Bumamu urby3opuii —
XUITHAKOM 1 J00BIYeil. B /mabopaTopHbIX YalIKax M3-3a aKTHBHOCTH XHIMHUKA IMOJIYYUTH
HPOJIOZKATE/IbHBIE KOJIeDaHus eMy He YaBaJoCh. YCJI0XKHsIsS YCJI0BHs, ['ay3e cTpOnI SKCIe-
PUMEHTHI ¢ UIbATUEM JIMITHUX XUIMHUKOB M HajJudueM yOexKuina Jjisd nH(py30pUun-KepTBhl,
HO IPHUXOAWJ K MHEHHIO O HeCcTaOWJIbHOCTH KoJiebaHWil B JIaHHON J1aOOpaTOpHOi crcTeMe.
ATrpeccuBHBIN XHIIHUK HOJHOCTBIO YHHYTOXKAJ BHI-PECYPC 3a KOHEYHOe BpeMsl  9acTo I10-
cje BToporo Mmakcumyma. 1To maenmio I'ay3se, Tak sKcmepuMeHTAILHO ONPOBEPTaeTcss MOIAETh
KoJsiebanuit uucjaennoctu Buyios B. Bojibreppa B mpoctoii Tpoduveckoii nemu.
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MogenpHbIit cieHapuil MOICKa3bIBAET, YTO ISl TPAKTHKH BKJIIOUEHNE OOPHOBI ¢ dyrKe-
POIHBIM BHAOM 3(hdEKTHBHO WMEHHO B MHTEpPBaJe OKOJIO MUHHMYMa MOCJe MHKa MepBOit
BCIIBITNITKY, a He B (pa3e HAPACTAHUS BCIBINIKU, KOT/Ia 3aIyCK SPYNTHBHON (a3pl mpenoTBpa-
TUTh He yhaercd. lng peaiabHO# GuocucTeMbl TPOIIUTH (Da3y B3PHIBOOOPA3HOIO pPOCTa —
caMoe HezKeJaTeJbHOe, YTO MOXKHO IOJyduTh. Ecam uzbsrtue mepoctarouno (¢ < §), 1o
BTOPOIl MUK HOJIyYaeTcsl MEHbIIe MePBOro U MPOUCXOAAT OOBITHBIE 3aTyXA0Ine KoJeOaHns.
Eciu ucnonnzyercs (pyHKnuoHaIbHOE IPEICTABICHIE U bATUS JIJIS @ B hopme —gN (t), T0
crienapus ¢ N(t) < 0 mocse ABYX BCHBIIIEK HE IOJIYIACTCH.

Bremnee naBienne MoKeT OBITH OPTAaHU30BAHO CJIOZKHEE, YeM MPOMOPITUOHATBHOE U3bs-
tue —gN (t—7), TaK Kak peakius 1apa3uToB OIPEI/IeHaA CKOILIEHUEM UX KEPTB, 4TO XOPOIIO
YCTAHOBJIEHO HA NMPHUMepe UCHOIb30BaHUSA oC Irichogramma evanescens MPpOTUB MOTBLIBKA
Ostrinia nubilalis — Bpeauress Kykypyss [46].

5. CrieHapuii IOpPOroBOro KpM3uca

Tperuit MmozpesMpyeMbiii HAMU TOILYJISIUOHHBIN ClIeHAPU 3aHUMAET IIPOMEZKYTOIHOE OJI0-
sxerne. CyIecTByeT CUTyaIlnsi BHE3AITHOTO 000CTPeHsT KOHKYPEHTHOTO MPOTHBOOOPCTBA MO~
OyJadauil Ipu TPUOJIHZKEHUN K HEKOTOPOMY TOPOTY IUIOTHOCTHU J, 9TO 3HAYUTETHbHO MEHBIITEe
TEOPETUIECKON eMKOCTH KOJOTHYeCKOW HUIIM, KOTOPBIH OyleT OaJaHCHPOBATh PACTYIILYIO
HOMYJIANHIO U PecypPchl cpeibl. OOBITHO AaKTUBHO PA3MHOZKAIOTIET0CS BCEJIEHIIA MPU MOBBITITe-
HUM YUCJICHHOCTHU 3340JII'0 J0 YPOBHH, KOI'Ja OH MOXKET Pa3pyLUIATEJIbHO BO34eCTBOBATL HaA
cpejly, HacTuraeT anu300tTud. [lony/isanus, uCIbITHIBag BHEINTHEE HEOJIATOIPUATHOE TaBICHIE,
COKPAIIAETCs JIO TPYHIBI 0co0eft, KOTOPOil BIOJIHE MOYKET I'PO3UTH MOJHOE BHIMUDAHUE TIPU
coxpaHeHUH TpeHaa yobuau. [loToM BeTymaoT B elicTBHE HEKOTOPBIE aJallTAlMOHHBIE MeXa-
HU3MBI, U BpeMs aJIallTalluu JefiCTBUTEHbHO BayKHO /s BhlzKWBaHUd. llocne mpeomonennsa
KPU3HUCA HOLYJIAIUA HAYUHACT BOCCTAHAB/IUBATDL CBOIO YUCJAEHHOCTD JI0 HOBOI'O PABHOBECUS,
KOTOPOE MEHbIIIE TEOPETUYECKO eMKOCTH, HO He yrpozKaeT BbiMupanuio. /[nga maremarude-
CKOr0 0OOCHOBAHUS TEOPUM MHBA3UHN TAKON TUI MEPEXOHOM JMHAMUKH Hanboiee HHTEPECEH,
TaK KaK paHee MOJIeJIAMU IONYJIAIUNA He PAaCCMaTpPUBAJICA.

OTpaszuM TPOTHBOOOPCTBO POCTY YUCJIEHHOCTH BCEJIEHIIA HeJIWHEeHHBIM XapaKTepoM 3a-
BUCUMOCTU COLPOTUBJICHUS CPelbl OT BPEMEHU O > ¢ B ypPaBHEHUU C LIOPOIOM arpeccuu
OMOTHYECKOrO OKPYKeHus J:

dN G ) . Nm(t—7)2 _ gN(b). )

E:N(If)rln (N(t—T) (J = N(1))

Yeemmuenue qucaennoctn Masnoit rpynmnst (N(0) < J = 1000) B mepsoit daze mger 1o
XpeCTOMATHHHOMY JIorucTHaeckoMy 3akony N(t) — K, HO BMecTo TOYKM mHeperuba, 3a-
Me teHus uin craauu ecological overshoot maunnaercs dasza peskoit yooum. B crienapun,
NpUBeIeHHOM Ha puc. [3] (MoKazaTe b peakiuu Ha IUIOTHOCTH BCEJEHIA M = 2), MOTeHIHA
JOTUCTUIECKOTO POCTA TOMYJISIAN He UCUYEepPIIaH BHYTPUBHIOBOU perysiueii. CompoTusie-
HUe crenuUIecKux BHEITHUX, HO 3aBUCUMBIX OT YHUCJAEHHOCTH (PAKTOPOB CO3J/AeT HOPOT,
npu TPUOINKEHUN K KOTOPOMY HAYUHAETCS KPU3UC, KOTJa CMEPTHOCTH BHE3AITHO ITPEBHIIIA-
eT POZK/IaeMOCTb.

MogenupyeMas HONIYJISINA IIOCTE COCTOAHHMS “OyTBIIOYHOIO TOPJBIINIKA ™ B Pe3yabrare
COBMECTHOM aJANITAIIMUA CTPEMUTCSI K OATAHCY Ha YPOBHE HECKOJHKO HUKE, 9eM J, 1 HAMHO-
ro Mmenbine (G. Pemrenne coxpaHuT KoJebaTe/bHYIO JHHAMHAKY IIPH YMEHBITEHUH [IapaMerpa,
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Pwuc. 3. MonenbHbI crieHapwit TPOXOXK AeHNs TTOMYJIAITMOHHOT0 KPUBHCA, B C IIOPOI'OM Y JIOTUCTHU-
weckoit momysstuy tpu m = 2, 7 = 7.17-1073, J =103, G = 15-10%, 1 = 48, 0 = 10, ¢ = 4.2-1073,
N(0)=10
Fig. 3. Model scenario for the transition of population crisis in with threshold for population of
the logistic type at m =2, r = 7.17-1073, J =103, G = 15-10%, 7 = 48, 0 = 10, ¢ = 4.2 - 1073,
N(0) =10

o < 7.8. He6oabmme Bosmymienuss N(0) mpu N(0) < J He BIUSAIOT HA JHHAMHYCCKHUIT
CICHADHI, TJIe 9TH 3HAYEHHS DA3IMYaInch Ha nopsaok 10°. B cayuae npubimxkenns wa-
gasbHblX ycsaosuii N(0) — J MOKHO HAOJIOJATH CUTYAIMIO HONAJIAHHS TPACKTOPUH B IJIy-
Gokuil V-00pa3Hblii MEHUMYM C HEIMOJHBIM BoccTanobaenuem. [Tpu N(0) > J wabiaogaercs
perienne B BUJE OJHON u3 (hOPM JIOTHCTUYECKOI KpuBoii. B YPOBEHb-OTPDAHUYUTEH J,
N(t) < JVt, 0 < N(0) < J, mo GHOJOTHIECKOMY CMBICTY ITPOTUBOIOIOKEH KPHTHICCKOMY

nopory L u3 ypaBHeHns bDa3plKnHa KaK HUKHEW I'paHU CYIIEeCTBOBAHUS JOKAJBHON T'PYIIIHI
0 < N(0) < L, limy_,oo N(t) = 0.

6. Ob6cyxaeHue pe3yIbTaTOB

VpaBHeHHEe CTAHOBUTCS ODOCHOBAHHOI TOIMYJSIIMOHHON MOJE/JBI0 MOC/Ie CPABHEHWS €ro
CBOMCTB C peaJIbHBIMU TPONECCaMi WM HAOJIIOIeHUSIMI B SKCIEPUMEHTAX, T/l IMHTHDPOBA-
JIOCH 3alla3/bpIBaloliee BKIOUEHHe ITPOTUBOIeHCTBUA. B nHTepIIpeTanyuu NIpuInH ClieHapus ¢
PE3KUM KPH3HCOM Pedb MOXKET HUJITU O B3aMMOJICHCTBUM MAPA3UT —XO3UH, KOIIa BHJBI CO
BpEMEHEM MMEIOT BO3MOXKHOCTD aJIaliTUPOBAThCs B 1polecce 6opbbbl. Kitaccuueckue npume-
PBI B3AUMHO aIalTalny B IPOTHBOOOPCTBE HADJIIOIAIOTCSA B KOJOHUSIX MUKPOOPTaHU3MOB, B
XOJIe XUMUYIECKO# OOphObl DakTepuii 1 rpubOB-MUKPOMUIIETOB, U 3Ta 00PH0a OJIHAYKIBI 1103~
BOJIAJIA, OTKPBITh HeHUIU/LIHH. OKa3aJ0Ch, YTO DAKTEPUHU Yepe3 HEKOTOPOe BpeMs CIIOCOOHBI
BBIPA0ATHIBATH Pa3pyIIalONiie MeHUIUIINH (epMeHTH [-JaKTaMasbl U TaK HpHOOpeTaThb
PE3UCTEHTHOCTD. Y YacTBYS B APYTOM HCCJIEIOBAHUN, aBTOP OOPATUI BHUMAHNIE HA UCTOPHUIO
oTKpbiTHsT MeTona resomuoro pepaktupoBanust CRISPR/Cas. 3naganbHo cpegcTBo MO-
JIEKYJISIDHBIX HOYKHUI] UCITOTH30BAIOCH OAKTEPUSIME I COMPOTUBICHHUS MTaPa3uTHPYONIAM
supycaMm [47]. O npuobperenun ycroituupocTr 6GakTepuii K KYJIbTUBHPYEMbIM BUPYCAM GBLIO
M3BECTHO ere u3 onbiToB 1930-x rr. B skcnepuMentax [48]| B KOJIOHUIO GBICTPO JESIITUXCS
oakTepuit Fscherichia coli Buenpsiics 6akreprodar, 9To BBI3BIBAIO PE3KHI KPU3UC KOJTOHUH
(puc. [). Tanee mponcxommna aganranus anrusupycuoro mexannsma CRISPR/Cas B renowme,
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Jlobasrenne GakTepuodara

KosmmaectBo 6akTepuit
ni bakTepuodaros

Puc. 4. Crenapwii ajanraian koyioHun 6akTepuil K arakam bakrepuodara 1 mpOXoXK IEHUsT KPU3UCA,:
A — nuHAMPKA KOJOHWH KHUIIEYHOW TAT0UKN, B — W3MeHeHne KOHIEHTPAIH BUPYyCa

Fig. 4. Scenario of adaptation of bacterial colony to bacteriophage attacks after overpassing crisis:
A — dynamics of Escherichia coli colony, B — dynamics of concentration of free viruses

u ocrapinuecs baxkrepuu Escherichia coli noBBIIIAIN ITAHCH HA BBI?KUBAHHUE [IPHU 3aparKeHUN
BHPYCOM.

Komonun 6akrepuii B onpiTax ¢ BUpycaMu-¢araMy dare IIepeXo/IIl B COCTOSHUE KO-
Jiebanuit y paBHoBecus JHO0 MOTHOAIN NIPH 3alla3IbIBAHUN aJalTalud. ['eHOMHBIE U3MeHe-
HUsI — 9TO He TIOJHOCTBIO IPeJIoTpeie/ieHHbIe coObITHsI 1 ipupoaubie cpegacrsa CRISPR/Cas,
KOTOpbIE pacio3HaoT n paspesaior nenodku JIHK B Hy:KHOM ydacTke ¢ HEKOTOPOil BEpOsIT-
HOCTRIO. Bakrepuodaru He crajgm maHamneeit OT TATONEHHBIX MUKPOOPTAHU3MOB, HO UMEHHO
MU300THHN 3(PDHEKTUBHO OCTAHABINBAIOT MHOT'HE arpeCCUBHbIC HHBAa3UU. B HacTogdIee BpeMs
HPOBOJUTCS IIOUCK BHPYCOB-NATOTEHOB Ist camiuToBoit orueBku Cydalima perspectalis.

[Toryvennbie CBOMCTBA MO/EN UMEIOT WHTEPECHYI0 MHTEPIPETANNI0 B OMHCAHUU BCIIHI-
MeK IUCAEHHOCTH PACHPOCTPAHSIIONIIXCS HACEKOMBIX — MCULINI B ABCTpajunm u3 pabOTHI
JL.P. Knapka [49]. HempepbIBHYIO MOIe/Ib ClIeHAPUS HOKA HUKTO HE MOCTPOWJI. ETuHUYHAs
BCIIBIIIKA OOBIYHO MaJIOYHCICHHBIX 9BKAJIUITOBBIX JTUCTOOJIONIEK HAYHHAIACH TIOCIE TIPEOI0-
JIEHHSI UMU TOPOTOBON UHUCIeHHOCTH. Y paBHeHHe PepXiocTa TOBOPUT O 3aMeIIeHUN TeM-
OB NPUPOCTA IOCJE TOYKU nepernda, HO ¢ HACEKOMbIMHU-(puTOharaMu IpoOUCXOAUT POBHO
Haobopot. Pa3mHokeHwne BpenuTeseil BAPYT YCKOPSIETCS, €CJAU X CTAHOBUTCS JOCTATOTHO
muOrO [50], HO Ta YUCIEHHOCTH €Ille He YIPOKAeT YKU3HU Jieca. YCKOPEHHOe Pa3MHOXKEeHHe
cMensercd (a3oil JIeNpecCu YUCJICHHOCTH.

[IpenoxenHoe ypaBHeHUe MOZKeT O0bSICHUTH (PAKTOP MOPOrOBOrO PA3BUTHUS BCIIbI-
MeK, HO mopor J — 3TO CBOWCTBO HE CAMWX BpEIUTEJIEH, a WX BPAroB — MapPa3uTHIECKUX
HAe3JHUKOB M3 OoJbInoro cemeiicrsa Fncyrtidae. B ABcTpaanmm onucaH ciieHapuil dKCTpe-
MaJbHOU JUHAMHKH, TJ€ TOPOr s 3alyCKa BCHBIMKHA ICHJLIHI CO3JAI0T IPYyrue HaCEeKOo-
Mble — CBepXIapa3uThl nojgcemMeiicTBa Encyrtinge. Tu OCbl HE ATAKYIOT BpeauUTese, HO
KOCBEHHO PEryJImpyoT UX pa3MHOzKeHue. [lapa3zuTsl BTOPOro moOpsiiKa BHIOUPAIOT IS aTa-
KU JIPYTUX MHOTOYHC/JIEHHBIX ¢Te0ETFIaTOOPIOXUX Mapa3uToB, TAK KAK YMEIOT PACIO3HABATE
MapKephl IEPBUYHOIO 3aparkeHus JUIuHOK dhurodaros. Ec/in 4uC/JIeHHOCTD MePBUYHBIX Ha-
Pa3HTOB YBEJIUYIUBAETCA /10 J, TO OHU CAMU IIPEBPAIIAIOTCS B KEPTBY U OBICTPO MOIABJISIOT-
csa. OnacHbIM HHBA3UBHBIM BHJIOM B TAKOH Mepapxuu BbICTylaeT oca-ceepxmnapasut. B Hopoit
Sean un Mpu MOsIBJIEHUH aBcTpatuiickoit ocel Coccidoctonus psyllae HaMATMCH BCIBITIIKY IB-
KAJUITOBBIX menstng [51].

Jlnst onmcanusi pa3HBIX (opM TPOTUBOOOPCTBA MATEMATHUECKHE METOIbI HEOOXOIUMO
TOHKO HACTPAanBaTh. B3anmoeficTBie napa3uT — XO3sWH IPUHIHITHAATEHO OTJIHIALTCS OT Y110~



36 A. FO. IlepeBaproxa

MUHaBHIeHCcd KOJJU3UU XUIIMHUK — 2KEPTBa U3 OIBITOB F Fay3e. CI/ICTeMa C IICHJIJIMJaMHU 1
ocamu Gojiee TuOKas 3a cueT (pakTOPOB M3OMPATEJIHLHOCTH aTaK MapPa3uTOB, CTPATETUN aIATl-
TAIMd UMMYHHATETa XO35€B, CHHXPOHU3AINHU JIJIUTEILHOCTH CTa Uil oHTOrene3a. B ombiTax
C MAPA3UTHICCKHUMHU OCAMH W 3EPHOBBIME KYKAMH SHTOMOJIOIH HEOJAHOKPATHO HAOJIIOIATN
ycToituusbie juTeabable BJIyKTYalun, Kak B u3BecTHbIX skcepumentax C. Yruapr [52].

3akJro4deHmne

[Ipencrapienst Tpu MOAUPUKAIME TONYJIAIMOHHBIX MOJIEIeH s MAaTeMaTUudecKoi WHTep-
HIpeTaluu pa3HbIX CIICHAPHUEB, BOSHUKAIOIIMX ITOCI€ TPOHUKHOBEHNA aKTHBHBIX 1Y 2KEPOIHBIX
BHI0B. Habop omMCcaHHBIX CUTYaIMii He UCUYEPIBIBAET BCIO BAPHATHUBHOCTH JIMHAMHKHU OHO-
JIoruvIecKux uHBasuil. K qacTHOMY Caydaio MHBa3Hi MOKHO OTHECTH IMPOTEKAHUE BUPYCHBIX
nudeknuii. [Tocte 3aparkenns renarurom C MOXKeT HAOIIOAATHCS Pa3HOOOPa3HOE COUETAHLE
JIATEHTHBIX, OCTPHIX ¥ XPOHUYECKUX CTAJUN ¢ TOBTOPHBIMH PEIUINBAME B 3aBUCUMOCTH OT
TEKYIIero COCTOSHUsS CJOZKHOTO KOHIJIOMepaTa KJIeTOK uMMYyHHOI cucremsr [53]. Cucrema-
THKa MHOr000Opa3us ¢hopM JUHAMHKH COBPEMEHHBIX MHBA3UBHBIX IIPOIECCOB — AKTyaJbHasd
TeopeTHuUecKas MpodseMa, Te pa3Hble HCCIeI0BATeNN HIIYT COOCTBEHHBIE OPUTHHATIbHBIE
nogxonbt [54]. Tlpakruaeckast mesb cocrout B noucke 3GhGeKTHBHONO BUAA-KOHKYDEHTA.

B nepsoit Mojudukalun HaM¥u TOJAYYEH CIIeHApHUil IPEeBPAIEeHNs aKTHBHO PACCEe/ISABIIE-
rocst Bujia B PeTUKTOBBIH. COrIacHO CIleHAPHUIO, TTOBTOPHBIX MHKOB aKTUBHOCTU HE HAOJIIO-
JlaeTcs, 4eM JIaHHas MOJAUUKAIMSA MOJEIU OTJHYaeTcs oT Mozaedaeil Xardyumcona u Hu-
KOJICOHA TIPU COIOCTABUMBIX 3HAUEHUSX HapaMeTpoB. OcTaBIiagcs MaJ0dIUCICHHAs TPYIIIA
upebbiBaeT B romeocrtase. Bo BropoMm clieHapuu OLACHBIH BCeJieHel, DOpeTcs IPexK /e BCEro
¢ COOCTBEHHBIMHU TTOTPEOHOCTIME U PA3PYHIATEIbHON aKTHBHOCTBIO. B clienapum mocjie BTo-
poro makcumy™ma N, (t; r7) momysnus nonagaer B HeJomycTumoe Jyisi cebst cocrosiame. Ecan
YMEHBIIATh PENPOJYKTUBHBIA HapaMeTp B @, TO pe3yJabTaT Oyaer 6osee GJIATOINOYYHBIM.
Crenapuii MOKa3bIBAET, YTO MHOIA HEOOXOAMMAsd AJANTAIUS JJId THIEPAKTUBHBIX BCEJICH-
1IEB COCTOUT HE B YBEJIMYEHUU, a B COKpalienuu r-uapamerpa. [lo nejaBuo omy0/imKOBaHHbIM
nccaegoBanusam supyc BUY B Adpuke B pe3yabrarTe CJI0XKHON 3BOTIONNA CTAHOBUTCS MeHee
cmeproHocHbIM [55]. Crparerns BUY — MakcuMalbHO J0Jrast CKPBITHAST PETLTHKAITHS.

Tperwuit naudos1ee crienupuIHbIA ClieHAPHUId, TOJYIYCHHBIH B MOJIC/TH , 3aTparuBaer o0-
MUIPHYIO MPpobIeMy TOPOrOBBIX COCTOSHUN OHocucTeM. AKTHBHOCTH OJHOI'O BHIa WHOLIA, CO-
3/1aeT 0COOBIe COCTOSHMS JIIST IPYTOT0, He CB3aHHOTO ¢ TIEPBBIM HEIIOCPEICTBEHHBIM B3aMMO-
neiicreueM. B skcnepumentax [56] mokazano cyriecTBoBaHue MOPOTa HCTOMIEHUST TOMYJIsSIIAH
AJTBBEOJIAPHBIX MAKpPOMATroB, BHI3BAHHOTO BUPYCOM Tpumma A, W Takoe COKpAIIEHUE BEIEeT
K Pa3sBUTHIO B JIEFKUX BTOPUYHON OakTepuaabHOi nHdekuu. B uaTepuperanun tuHAMAKA
UHBA3UOHHBIX BHJIOB IOPOrOBbIE COCTOAHUS YaCTO HE ABJSIOTCA allPUOPHU CYIIECTBYIONIUMHU
OapbepaM# BCIBIIIEK WK TOPOTAMHU BBIXKMBAHHS MHHUMAJIBLHONW L-TPYIIBI, HO BO3HUKAIOT
yzKe Ha 3Tale ajanTtainuu K cpeje Kak 3hdexT “OyThLIOYHOrO ropJbliika’ TPU HETPUBH-
aJIbHON MHOTOBHUJIOBOI PEry/idiuu Jjad BHJAA C U30BITOYHBIM PEIPOAYyKTHBHBIM TOTEHINA-
JioM. g monynsanuu Kpusuc V-o6pa3Hoit (hopMbl BO3HUKAET B MOJIEJH ITPU HPUOIUZKEHUN
K HOPOrY JOCTaTOYHO BBICOKOH uucaeHHocTu. [loydennble Mojen B JaJdbHeRInX paborax
HHTEPECHO PacCMaTPUBATH B COCTABE CUCTEM JIBYXYPOBHEBOI'O B3aUMOIEHCTBUSI.

Baarogapuoctu. Pa6ora BeimoHeHa B paMkax mpoektoB PODIT (Ne 19-37-90120, 18-
01-00626) u Gromzkernoii Tembr CIIB @UIT PAH Ne 0073-2019-0003. PykoBoauTeib: 4ieH-
koppecnongear PAH P.M. FOcymnos.
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Abstract

The research addresses mathematical description of three nontrivial avenues for development
of population processes. Such events arise after invasions of aggressive species. Invasive processes
do not lead to an equilibrium (stable balance) between ecosystems and the environment or regular
cyclical changes. The method we have chosen allows simulation of several variants for the reaction of
the environment to the appearance of a competitor with a large reproductive potential. We discarded
the idea of interpreting the balance capacity of the ecological niche, but used threshold levels for
the reaction of the environment instead. We have proposed models based on equations with delayed
regulation and delayed activation of counteraction for the dynamics of invasive populations in an
environment without mechanisms controlling their reproduction. Some species, when introduced
into a new habitat, are able to demonstrate nonstationary and extreme regimes of growths due
to uncompensated reproductive activity. The species with a large r-parameter deplete significant
resources they need to live, which make stable development impossible, including orbitally stable
cycles. We have developed new equations that describe the following scenarios: 1) boom-bust
dynamics stabilization at the level of a small group after a single outbreak is the most common
scenario for insect pests; 2) the destruction and disappearance of the invader during the oscillatory
dynamics and with the regulation with delayed external pressure; 3) scenario for a threshold crisis —
successful passage of a population with a logistic increase in the subcritical minimum while adapting
to a suddenly intensified confrontation. It is a frequently observed variant that confirmed by
experiments with bacterial colonies. The third variant of our modification of the equation describes
the most interesting scenario of interspecies interaction with threshold regulation. Development
of simulated situation here ends up in stable state after the deep crisis during phase of rapid
growth of the population size. We substantiated the model scenario based on experimental data
for introduction of the bacteriophage virus into bacterial colony with the CRISPR-Cas mechanism.
Our models can be used to study variability of the immune response.

Keywords: computational scenarios of invasive processes, regulation and phenomenon of time lag
in ecology, modelling of oscillations, biological suppression of invading species, crisis of aggressive
population, excess value of r-parameter, CRISPR-Cas adaptation.
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