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B pabore paccMoTpeHa KOHIENTyanbHAsh MOJAETb CBSI3aHHOM JMHAMHKH KOHIEHTPAIMH PAaCTBOPEHHOTO KHCIOPOIA
U IUIOTHOCTU (PUTOIIAHKTOHA B MPHOIMKEHHH XOPOIIO MEPEMELIaHHOTO CII0sl OKeaHa Oe3 ydeTa MpOoCTPaHCTBEHHBIX KOOPIH-
Hat. MI3MeHeHHe STHX JIByX IEPEeMEHHBIX ONHCBHIBACTCS CHCTEMOW Pa3HOCTHBIX ypaBHEHHWH C CyTOYHBIM ImaroMm. [Ipomyxums
KHCIIOPO/ia MPOTOPI[HOHAIBHA MIIOTHOCT (DUTOIUIAHKTOHA U 3aBUCUT OT YAETBbHOI CKOPOCTH (hOTOCHHTE3a, TIPH STOM BIHSHUE
BHEIIHNX (DAaKTOPOB, TAKUX KaK TEMIepaTypa BOJBI, YUUTBIBACTCS MapaMeTpHiecKu. [lepeHoc kucinopoaa yepe3 KISTOUHYIO
MeMOpaHy OnHchIBaeTcsl 3akoHOM DHKa, T. €. MOHOTOHHO YOBIBArONIEH 3aBHCHMOCTBIO CKOPOCTH BBIJEIICHHS KUCIOPOAA OT
€ro BHEITHEH KOHIEHTPAINX C HACBHIIIEHHEM. DIMMMUHAIMS KHCIOPOJA U3 CHCTEMbI CKIIAJBIBACTCS M3 JIBYX COCTABIIAIONINX:
MOCTOSSHHOW CKOPOCTH €CTECTBEHHOIO OMOXHMMHYECKOTO pacliajia M IOTpedIeHnst KUciaopora Mopckod quiopoil u (ayHOH,
KOTOPOE OIMCHIBACTCSI OTKIIMKOM THIIAa MOHO, OTpa)karolMM OTPaHHYEHHOCTH yIEeIbHOU CKOpocTH morpedinenus. Poct ¢u-
TOIUTAHKTOHA MPECTaBICH JOTHCTUYECKHM yPaBHEHHEM C MAaKCHMAaIbHOH YAETBbHOH CKOPOCTBIO POCTA, JOCTMKUMOW IPH
JIOCTATOYHOM COZICPIKAaHUU KHUCIIOPO/A, KOHCTAHTOH MOTyHACHIIIEHHS 10 KUCIOPOAY U KO3 (GHUIIMEHTOM BHYTPHUBHIOBOH KOH-
KypeHuuH. ['nbenb (UTOIUIAHKTOHA, BKIIFOYAIOIAs SCTECTBEHHYIO CMEPTHOCTb, BbICJAHHE 300IUIAHKTOHOM U BO3JCHCTBHE
BUPYCHOH HMH(MEKINH, TMPUHATA JHHEHHOW MO IUIOTHOCTH C MOCTOSHHBIM KO3()(UIHMEHTOM cMepTHOCTH. Takum obOpaszom,
HECMOTPsI Ha KOHIENTYaIbHBIH XapaKkTep, MCIIOIb30BaHHAS IapaMeTPH3aIHs MO3BOJIMIIA YUeCTh OCHOBHBIE OMOJIOTMUCCKHE
HPOIECCHl MPOIYKIHH, ABIXaHUS, CMEPTHOCTH U BHYTPUBHJIOBOM KOHKYPEHIMH B MX YIPOLICHHOM CO/IEP)KATeIbHOM BHJIE.

Lenpio paboTHI SABIAETCS UCCIETOBAHIE TUHAMHUKH CHCTEMBI «KHCIOPOJ — QUTOIIIAHKTOH» B 3aBUCUMOCTH OT YCIIOBHIH
(DYHKIIMOHNPOBAHUSI MOPCKOH YKOCHUCTEMBI U BBISIBICHHE 3aKOHOMEPHOCTEH (POPMHUPOBAHMS THITOKCHYECKUX 30H B OKEaHE.

[oka3aHo, YTO TPUBHAIBLHOE PAaBHOBECHE HE TEPSeT YyCTOMYMBOCTH; B pE3ylbTaTe OKa3bIBAIOTCS BOSMOXKHBIMHU JIBa
Pa3IUYHBIX cIieHapHs (YyHKIMOHUPOBAHMS CHCTEMBI: MO0 €€ MONHOE BRIPOKACHHE, IN00 BOSHUKHOBEHHE HEHYIEBOTO IPH-
TSATUBAIOIIETO PaBHOBECHS, KOTOPOE C POCTOM HapaMeTpa, XapaKTepH3yIOLIero BIHMsHUE (HaKTOPOB OKPYIKAIOIIeH cpensl Ha
CKOPOCTB MPOAYKIMH KUCIOPO/a BHYTPH KJIETOK (MTOILIAHKTOHA, YBOJIOLMOHUpYeT 1o creHapuio Deiirenbayma. Brisisiena
napamMeTpudecKas 00IacTh CeIIoy3/I0BOi OudypKaliy, NPHBOAAIIEH K MOSBICHUIO YCTOMYMBOTO W HEYCTOIUMBOTO HEHYIe-
BBIX penreHui. [Ipn npeBbIIeHHn OPOroBOro 3HaYeHHsT BOSHUKACT OHCTaOMIBHOCTD, KOT/Ia BEIOOP CLICHAPHS OIPEAEIseTCs
HavaJIbHBIMU YCIOBUSIMU. B okpecTHOCTH OHypKamyy HaOIogaeTcest AIUTEIbHBIH TepHo)] KBa3HCTaOMIEHOTO Pa3BUTHS, 3a-
BEPLIAIOMINIACS PE3KO THOETbI0 KOMIIOHEHTOB CHCTeMBI. [10CKONBKY TpHUBHATIBHOE PEIICHHE YCTOMYMBO BCETa, JaKe Maas
BapHaIMs COCTOSHHSI MOJKET IIEPEBECTH CUCTEMY B PEXHM BhIMUpaHUs. [lomydeHHbIe pe3ysbTaThl HO3BOJISIIOT BBISBITE Ipa-
HHIBI CMEHBI CIIEHAPHEB PAa3BUTHSI CHCTEMBI U MOTYT CIYKHTh OCHOBOH IJIsI IPOTHO3UPOBAHUS KPUTHUECKHX COCTOSHHI
MOPCKHX 3KOCHCTEM.

KiroueBble clioBa: MareMaTHYeCKOe MOJICTUPOBAHKE, TUCKPETHOE BPEMsl, KHUCIOPO, (PUTOMIAHK-
TOH, OudypKamus, ONCTaOUITBHOCTh
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The paper considers a conceptual model of coupled dynamics of dissolved oxygen concentration and phytoplankton
density in the approximation of a well-mixed ocean layer, without accounting for spatial coordinates. The evolution
of these two variables is described by a system of difference equations with a daily time step. Oxygen production is
proportional to phytoplankton density and depends on the specific photosynthetic rate, while the influence of external
factors, such as water temperature, is accounted for parametrically. Oxygen transfer across the cell membrane is described
by Fick’s law, i.e., a monotonically decreasing dependence of the oxygen release rate on its external concentration with
saturation. Oxygen elimination from the system consists of two components: a constant rate of natural biochemical decay
and oxygen consumption by marine flora and fauna, which is described by a Monod-type response reflecting the limited
specific consumption rate. Phytoplankton growth is represented by a logistic equation with a maximum specific growth rate
achievable under sufficient oxygen supply, a half-saturation constant for oxygen, and an intraspecific competition coefficient.
Phytoplankton mortality, including natural mortality, grazing by zooplankton, and viral infection, is assumed to be linear in
density with a constant mortality rate. Thus, despite its conceptual nature, the employed parameterization allows the main
biological processes of production, respiration, mortality, and intraspecific competition to be incorporated in a simplified but
meaningful form.

The objective of this study is to investigate the dynamics of the oxygen—phytoplankton system under various conditions
of marine ecosystem functioning and to elucidate the mechanisms underlying the formation of hypoxic zones in the ocean.

It is shown that the trivial equilibrium never loses stability; as a result, two different scenarios of system functioning
are possible: either complete extinction of the system, or the emergence of a non-trivial attracting equilibrium, which,
with an increase in the parameter characterizing the influence of environmental factors on the rate of oxygen production
inside phytoplankton cells, evolves according to the Feigenbaum scenario. A parametric region of saddle-node bifurcation
is identified, leading to the appearance of stable and unstable non-trivial solutions. When a threshold value is exceeded,
bistability arises, where the choice of scenario is determined by initial conditions. In the vicinity of the bifurcation, a long
period of quasi-stable development is observed, ending with a sharp collapse of the system components. Since the trivial
solution is always stable, even a small variation in the current state can shift the system into an extinction regime. The
obtained results make it possible to identify the boundaries of scenario shifts in system development and can serve as a basis
for forecasting critical states of marine ecosystems.
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1. BBenenue

B okeaHe Ha MPOMEKYTOYHBIX TITyOMHAX MPHUCYTCTBYIOT OOIACTH, XapaKTEePHU3YIOIIUECs TTOHH-
JKEHHOH KOHIIEHTpAIlell pacTBOPEHHOTO KHCIOpoaa (30HbI MUHUMAIILHOTO CONIEPYKaHHs KHCIOPOJa,
TUIIOKCUYECKUE 30HbBI), YTO OKA3bIBACT CYIICCTBEHHOE BIIMSHUE HA CTPYKTYPY M (PYHKIIMOHHUPOBAHHE
MOPCKHX COOOIIECTB, OMOTCOXUMUICCKUE UKLl M YCTOMIUBOCTE dKocucTeM [Alhassan et al., 2024;
Altieri, Diaz, 2019; Breitburg et al., 2018; Schmidtko et al., 2017; Gruber, 2011; Tumenko u ap., 2021;
bybonoBa u np., 2024; Bumanayk, Konosaios, 2021; ITonounckuii, Kotonymosa, 2019]. B gactHoCTH,
B pabore [Poloczanska et al., 2013] ormeuaercss Hamuuue B MOPSX 00JacTel, XapaKTePU3YHOLIUXCS
CYIIECTBEHHOW TOTEepei KUCIIOpoJa, B PE3yNbTaTre 4ero JKWBBIE OPTaHU3MBI TaM HE BBDKHBAIOT. bes-
YCIIOBHO, 3TH U3MEHEHHS BJICKYT 32 COOOH IOCIIE/ICTBUS, CBA3aHHBIC KaK C PEOPraHU3aiuei MUIIeBbIX
IeTeid, Tak U ¢ TpaHcdopMmanrel Bcex KOMIIOHEHTOB KOCHCTEMBI Ha JJaHHOU Tepputopuu [Asch et al.,
2018; Ma et al., 2019].

dopMHpOBaHNE TaKUX 30H, KaK IMPABUIIO, CBA3BIBAIOT C COBOKYITHOCTBIO THIPOPUINIECKHX TTPO-
[[ECCOB — cTpaTU(UKAIel BOIXHOW TOJIIH, HHTEHCHBHOCTHIO BEPTHUKAILHOTO TTEPEMEIIHBAHUS U TEM-
nepaTypHOi 3aBHCUMOCTBIO pacTBopuMocTH kucnopona [Keeling et al., 2010; Stramma et al., 2008;
Schmidtko et al., 2017; Byorosa u np., 2024; CyxuHoB u Ap., 2025]. OgHaKo HaKOILICHHBIC YKCIICPH-
MEHTAJIbHBIC M TEOPETUYCCKHE JAHHBIC CBUACTEIILCTBYIOT O TOM, YTO OJHHX JIUIIb TUAPOPHU3NUSCKUX
(aKTOpOB HENOCTATOYHO I O0BSICHEHHUS HaOIF01aeMON TPOCTPAHCTBEHHO-BPEMEHHON N3MEHYHBOCTH
KOHIIGHTPAIMY KUCJIOPOJIA; 3HAYUTENBHYIO POJIb UTPAIOT OnoreoxuMuyieckue npoueccel [Gruber, 2011;
Alhassan et al., 2024; Breitburg et al., 2018; Engel et al., 2022; Tumenko, Tumenko, 2025]. B gact-
HOCTH, B pabore [Ma et al., 2026] oGcyxnaercs yBenndeHne noTpeieH s KUCIOpoaa KaKk MUKpPOOpra-
HU3MaMH BCIIEACTBHE CHIDKEHHSI MTOTPEeOICHUS MUIIN KUBOTHBIMHU, TaK U aHa pPOOHBIMU MeTalommye-
CKUMHU MPORyKTaMu. B cBsi3u ¢ 3TUM Bce OoJibliie BHUMAHUS YACSIETCS OMOIIOTHUYECKUM MEXaHU3MaM,
BJIMSFOIIIMM Ha COZIEPIKaHUe KUCIIOPOAa, MPEeXx/ie BCero (poTOCHHTETHYEeCKOW aKTHBHOCTH (DUTOTLIAHK-
TOHA, KOTOPBIN SIBJISIETCS OMHUM M3 OCHOBHBIX HCTOUYHUKOB KHCIIopoaa B okeaHe [Richardson, Bendtsen,
2017; demsitkun u ap., 2012; Henperaesa u ap., 2018]. B3aumoznelicTeue npoieccoB (HOTOCHHTETHYC-
CKOHM TMPOIYKIMH W TOTPEOICHUsT KUCIOpOoa MPUBOIUT K CIOKHOM HENMHEWHOW TUHAMHKE CHCTEMBbI
«KHUCIIOPOJT — (QUTOIJIAHKTOHY», KOTOPasi B ONPE/CIICHHBIX YCIOBUSIX MOXET MPHUBOIUTH K (OPMUPOBA-
HUIO 00JacTeil JIOKaJbHOTO Je(HIHUTa KHCIOPOIa, BKIF0Yas 30HbI KHCIOPOIHOTO MUHMMYyMa [Sekerci,
Petrovskii, 2015; Alhassan et al., 2024].

Maremarndeckoe MOAETHPOBaHNE KOHIIEHTPAIIMH PACTBOPEHHOTO KUCIIOPOAa KakK MpoayKTa (ho-
TOCHHTE3a MPEJIIoIaraeT y4eT JOMOJHUTEIbHBIX JTHHAMHUECKUX MTEPEMEHHBIX, XapaKTePU3YIOIIUX CO-
crostare sKkocuctembl [Beler, Kochan, 2026]. Hampumep, B padote [Sekerci, Petrovskii, 2018a] mo-
Ka3aHO, YTO IOBBIIICHUE TEMIIEPATYPbl CHUXKAET (OTOCHMHTETHUYECKYH aKTUBHOCTH (DUTOIUIAHKTOHA,
BCJICZICTBHE YEro yMEHBIIAeTCsl COAEp)KaHHEe PAcTBOPEHHOTO KHCIOpOAa B BOJE, YTO B CBOIO Ode-
pelb yrpoXkaeT yCTOMYMBOMY (PYHKITHOHUPOBAHUIO MOPCKUX dKocucTeM. OTMETHM, YTO MareMaruyde-
CKO€ MOJICIIUPOBAHNE Ta3000MEHHBIX MPOIIECCOB B BOJHBIX PKOCHCTEMAX BKIIIOYACT KaK KIACCHYCCKUE
muaddepeHIHAIbHBIC MOJCIA THITA «KHUCIOPOT — (PUTOIIAHKTOH — 3001UIaHKTOH» [Sekerci, Petrovskii,
2015; Sekerci, Petrovskii, 2018a], Tak u OoJee CIOKHBIC MMOIXO/bI, YUUTHIBAIOILINE TPOCTPAHCTBEH-
HYIO CTPYKTYpy U HenmuHelHble 23QdekTsl [Roy Chowdhury et al., 2024; Dhar, Baghel, 2016; Sekerci,
Petrovskii, 2018b]. B kadecTBe 0IHOTO M3 TAaKWX HCCIEIOBAHUI CTOMT OTMETUTH padoty [llak, Aba-
KymoB, 2025], B KOTOpO# MpEANpPUHATA TOMBITKA OXBATUTh MAKCHMAJIbHO IMIMPOKUH CIIEKTP OMOXHUMU-
YECKHUX IPOIECCOB, COMPSDKEHHBIX ¢ ra3000MeHOM (QUTOIUIaHKTOHA. [ToMHMO 0a30BBIX NEPEMECHHBIX,
TakMX Kak Omomacca (PMTOIUTAHKTOHA, PACTBOPEHHBIN KUCIOPOA W YIICKHUCIBIA Ta3, B MOJAEIIX IO-
CJICZIOBATEIBHO BBOJSITCS JIOTIOJIHUTEIIBbHBIE KOMIIOHEHTBI, OTPAXKAIOIIHE KICTOYHYHO CTPYKTYPY: JOJS
xyiopoduiuia B GoMacce 1 Myl 3HEproeMKHX BEIIeCTB, BBICTYAIONINX XPAaHIIIUIIEM SHEPTUH s dhep-
MEHTATUBHBIX peakiuil. B kauecTBe KIIFOUEBBIX MPOLIECCOB, ONMPEACISIONUX ra30JMHAMUKY, paccMar-
puBaroTca (OTOCHHTE3 M JbIXaHHE KaK B3auMooOparHble sBieHus. IIpu stom obmeH c¢ armocdepoit
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B MIPEJICTABJICHHBIX MOJIENAX HE YUYUTHIBAETCS, YTO MO3BOJSET CPOKYCHPOBATHCS HA BHYTPUKIETOUHBIX
Y BHYTPUOPTraHU3MCHHBIX B3aHMMOJICHCTBHSIX.

[IpuBeneHHBIC BBIIIE Pa0OTHI PEATU3YIOT KJIACCHYECKHH TOAX0a B MOJAEIHPOBAHNH, 3aKIT0Ya-
IOIUICS B OMMCAHUU TUHAMHUKNA OCHOBHBIX KOMIIOHEHT YKOCHUCTEMBI C YICTOM MapaMeTPOB, HMEIOIINX
KOHKPETHBIH (PH3MUECKUI CMBICT U XapaKTepU3YIOIIUX KIIFOYEBbIE MPOIECCHl B3aUMOICHCTBUS U (PYHK-
[MOHUPOBAHMS CUCTEMbI. Tako# IMOIX0J TMO3BOJISET BBISBISATh M aHAIW3UPOBATh (DyHIIAMEHTAJIbHBIC
3aKOHOMEPHOCTH Pa3BUTHS dKocUcTeM. [IoMHMO KiTacCHUYecKoro MoAXoa, Pa3BHBAIOTCS OOJIee CIIOXK-
HbIE MaTEMaTHUECKUE MOJICTH, YIUTHIBAIONTNE Y(PPEKTH MaMATH U pa3HOMACIITA0OHOCTh MPOTEKAIOIINX
nporeccoB. B wactHOCTH, MOzienu ¢ ApOOHBIMU MPOM3BOAHBIMHE ITO3BOJISIOT YYUTHIBATH 3aBUCHMOCTD
TEKYIIEr0 COCTOSHUS CUCTEMBI OT e¢ mpeamecTByroieii quaamuku [Ozarslan, Sekerci, 2020], a mo-
JIEI C HECKOJBKUMH BPEMEHHBIMH MAacIiTadaMu — aHaJIM3HPOBaTh COBMECTHOE BIHUSHHE OBICTPBIX
OHMOJIOTUYECKHUX ¥ MEJICHHBIX KIMMaTHYECKUX MPOIeCCOB Ha (POPMHPOBAHUE 30H KHUCIOPOIAHOTO MU-
Humyma [Roy Chowdhury et al., 2024].

Oco0blii HHTEpEC B paMKax KIIACCHYECKOTO ITOXO/a MPEACTABISIOT PE3yJIbTaThl, MOJTyYeHHBIC
ABTOPCKHUM KOJUIEKTHBOM 1071 pykoBozicTBOM C. [leTpoBckoro B mukiie myOiauKanuii, OCBAMIEHHBIX MO-
JISTMPOBAHMIO TUHAMUKH CHCTEMBI «KHciopon — ¢urormtankron» [Sekerci, Petrovskii, 2015; Sekerci,
Petrovskii, 2018a; Alhassan et al., 2024]. OxgHo# u3 panHUX padoT siBsieTcs uccienoBanue [Sekerci,
Petrovskii, 2015], rme uzydaercst IpoCTPaHCTBEHHO-BpEMEHHAs JHHAMHKA CUCTEMBI «(PUTOIUTAHKTOH —
300IUTAHKTOH — KHCIOPOI». ABTOPHI MMOKa3aJd, YTO KUCIOPOAHBIM Ae(PUIIUT MOXKET OBITh 00YCIIOBICH
HE TOJHKO M3MEHEHHWEM BHEIIHWX TapaMeTpoB, HO W BHYTpPEHHEW HETMHEWHOW TUHAMHKOW CaMOi
9KOCHUCTEMBI.

Bornee mo3aHue vccien0BaHus JaHHOTO aBTOPCKOTO KOJUIEKTHBA Pa3BUBAIOT ATy HJICI0 TPUMEHH-
TENBHO K Mpobieme (hopMUpPOBaHNUS 30H KUCIOPOAHOTO MUHUMYMa. B wactHOCTH, B cTarhe [Alhassan et
al., 2024] oOpa3oBaHue TaKUX 30H CBSI3BIBAIOT C BEPTUKAIBHOHN CTpaTU(UKALUeH BOTHON TOJNIIN U HU3-
MEHEHHEM UHTEHCUBHOCTH (POTOCHHTETHUYECKOH MPOAYKIUHU KHACIOpoaa GUTOIUIAHKTOHOM. YKa3aHHBIE
MEXaHHU3MBbl OBUIH YYTEHBI aBTOpaMU IIPH pa3padOTKe MOJIEIH, a €€ aHau3 MPOAEMOHCTPUPOBAII, UTO
MIPOCTPAHCTBEHHOE Tiepepacnpezeienne GUTOIUIAHKTOHA U KUCIOPOa CIIOCOOHO TMPUBOIUTH K YCTOM-
YUBOMY (POPMHUPOBAHUIO 00JACTel C KPUTHUECKH HU3KUM COZEpKaHMEeM KHCIOpOoa, YTO XOPOIIO CO-
IacyeTcs ¢ HabIronaeMbIMK OKkeaHorpaduaeckumMu qanHbIMU [Alhassan et al., 2024]. IIpocTpaHCcTBEH-
HO pacIpeeieHHbIC MOACTN THUIA «KUCIOPOM — (PUTOILIAHKTOHY», B KOTOPBIX YUUTBHIBAIOTCS MPOIIECCHI
TupPy3nun, POTOCHHTETUYECKON TPOAYKIMU W HEIMHEWHOTo B3amMoJeiicTBHs KOMITOHEHT [Sekerci,
Petrovskii, 2018a], moka3pIBalOT, YTO TaKHE CHUCTEMBI CIHOCOOHBI JAEMOHCTPHPOBATH (POPMHPOBAHHE
YCTOMYUBBIX MMPOCTPAHCTBEHHBIX CTPYKTYP H CIIOXKHYIO TUHAMHKY, 00YCIIOBIEHHYIO BHYyTPEHHUMHU OHO-
TEOXUMHUYECKUMU MEXaHU3MaMH.

Bwmecre ¢ TeM OHMOreoXMMHUYECKHE MPOIIECCH B MOPCKUX IKOCHCTEMaX MMEIOT BBIPAKEHHYIO CY-
TOYHYIO UKIMYHOCTh. DOTOCHHTE3 (PUTOIUIAHKTOHA TIPOUCXONT MPEHMYIIIECTBEHHO B CBETIIOE BpEeMs
CYTOK, TOTJa Kak B TEMHBIA MEPHOA TOMHUHHUPYIOT MPOIECCH ABIXAHUS M MOTPEOIICHUS KHUCIOpPOIa.
Taxoe depenoBanue a3 (GpakTUYECKH 337aeT €CTECTBEHHYIO BPEMEHHYIO JIUCKPETHOCTH (DYHKIIMOHU-
poBaHusi cucteMbl. Kpome Toro, HaOmIoIeHUsT KOHIGHTPAIMK KUCIopoaa U Ouomacchl (UTOIIAHKTO-
Ha, KaK MPaBUJIO0, OCYIIECTBISIOTCS ¢ KOHEYHBIM BPEMEHHBIM IIIaroM, YTO COOTBETCTBYET JAUCKPETHOM
CTPYKTYpE SMITUPUYCCKUX JIaHHBIX. Takoe uepenoBanue (a3 u IMCKPETHOCTh HAOMIOIeHUH (DaKTHYEeCKH
3aJIal0T €CTECTBEHHYI0 BPEMEHHYIO JIUCKPETHOCTh (DYHKIIMOHUPOBAHHS CHCTEMBI. Vcroip30BaHme Mo-
Jeneil Ha 0a3e peKyppeHTHBIX YPaBHEHHUH Ul ONMUCAHMA MOJOOHBIX MPOIECCOB UMEET YCIICUIHYIO HC-
TOPHIO: OHW aKTUBHO NMPUMEHSIOTCS TIPY MOZEIMPOBAHUH IBOJTIOIIMOHHON JUHAMUKH TOMYISIAN U CO-
obmectB [@pucman u ap., 2021; XXmanosa u ap., 2022; Frisman et al., 2026], a Taxxe BepupUKAITIN
pe3ynpratoB MmonenupoBanus [XKnanosa, @pucman, 2016; Pesyuxas u ap., 2025; Kynaxos u np., 2025].

Ha mamr B3, npemiokeHHas B padore [Sekerci, Petrovskii, 2018a] Momenb ciry>kuT ynoOHOH
OCHOBOH JJISl MCCIIE0OBAaHUM, HANpaBIeHHBIX Ha HM3y4eHHE KHUCIOPOTHOTro pexxuma. Ilpu sTom merne-
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€000pa3HO PacCMOTPETh TUCKPETHBIA aHATOT 3TOH MOJEH, MOCKOJNBKY HCIONb30BAHUE YPaBHEHUU
C JIUCKPETHBIM BPEMEHEM II03BOJIET YUYHMTHIBATH CYTOUHYH) PHUTMHUKY IMPOLECCOB U HEIOCPEIACTBEH-
HO COTOCTAaBIISITh PE3YNIbTAaThl MOJCITUPOBAHKS C HAOIIOACHUSIMU. TakuM 00pa3oM, IeNbI0 HACTOSIICH
paboThl SIBISIOTCSI MOCTPOCHUE M HCCIICJOBAHUE JAMCKPETHOTO BapHaHTa MOJEIU «KHCIOPOH — (GuTo-
TUIAHKTOH», TIPEUIOKeHHOH B padore [Sekerci, Petrovskii, 2018a], a Taxke aHaJIN3 e TUHAMUYICCKOTO
MIOBE/ICHUSI.

2. YpaBHeHHUS CBA3aHHON JMHAMUKH (PUTOIIAHKTOHA M KHCJI0POAA

PaccMoTpuM KOHIIETITYallbHYIO MOJIENb CBSI3aHHOW JUHAMHMKH (DUTOIUIAHKTOHA U KUCIIOPOA,
npeacTaBieHHy0 Ha puc. 1. ®durorutankroH (P) mpoxymmpyer xuciopox (G) ¢ yIeNbHOW CKOpo-
CTBIO A, f(G) Bo Bpemsa nHeBHOTO (hotocunTeza. Pynkuusa M(G, P) onuchiBaeT CyTOYHOE YMEHBIICHNE
KHCJIOpO/ia B pe3ylbTare TaKuX IPOIEeCcCOB, Kak ero rnorpedieHne QUTOIIAHKTOHOM B HOYHOE BpeMs,
JIBIXaHUE MOPCKOM (payHbI, CHIDKCHHE KOHIICHTPALMU KHCIOPOJa BCIICACTBUE OMOXMMUYECKUX peak-
Ui B Boe (Hampumep, pacman u peMuHepanusanus aerputa) [Hull et al., 2008; De Vries et al., 1998;
Keller et al., 2001; Kemp et al., 2005; Moloney et al., 1986; Voinov, Tonkikh, 1987] u T. 1.

M(G, P)
kucsopos (G)

Af(G)P H(G, P)

duromnankTon (P)

Puc. 1. biok-cxemMa IOTOKOB MacChl MEKIY KOMIIOHCHTAMU CUCTEMbI

W3BecTHO, uTO cKkopocTh pocta (puronnankrona H(G, P) omnpenenseTcs MHTEHCUBHOCTBIO (o-
tocuHTe3a [Franke et al., 1999], KOTOpBIH SBISETCA OCHOBHBIM HCTOYHHKOM OPTaHHYECKOTO BEIIle-
cTBa. XOTS KUCIOPOJ SIBJISIETCS MPOAYKTOM (POTOCHHTE3a, @ HE MPSIMBIM JIUMUTHPYIOIIUM CyOCTpaToM,
B YCIIOBUAX ero nedunura (aHadpoOHo3a) MPOMCXOAUT WHTHOWPOBAHHE KITFOUCBBIX OMOXUMHYCCKUX
U OMO(PHU3NYECKHUX IPOLECCOB, YTO MOXKET NMPHBOAUTH K CHIKEHHMIO CKOPOCTH pOCTa W jaaxe rude-
T KJIETOK. DTOT MeXaHW3M Oy[eT y4TeH B MOJENH TaKuM 00pa3oM, YTO JIMMHUTHPYIOIIEE BIHSHHC
KOHIIGHTPAIMK KUCIOPOJa Ha CKOPOCTh pocTa (JUTOILIAHKTOHA MPOSBUTCS JHIIb PU CHUKEHUU KOH-
HEHTpAIK KUCIOPOa HUKE TTOPOrOBOTO YPOBHSI.

Unen Q(G, P) npencrasisieT co00M CyTOYHYIO CMEPTHOCTh (PUTOIUIAHKTOHA, KOTOpas BKIIIOYA-
€T €CTEeCTBEHHYI0 CMEPTHOCTb, a TaKKe MOTPeOJIeHHEe 300IUIAaHKTOHOM U TUIAHKTOHOSTHBIMH PHIOaMHU.
OtmeTHM, 4TO B O0IIEM cilydae OHa MOXKET 3aBHUCETh OT KOHIEHTpAIMM KHUCIOpoJa, HalpuMep, u3-3a
TOTO0, 4TO 3P (YEKTUBHOCTD MUTAHUS 300TNIAHKTOHA MOYKET 3aBHCETh OT AOCTYITHOCTH KHCIIOPOJIA.

COOTBETCTBYIONIYI0O MaTeMaTHYeCKyI0 MOJIENb, ONMCHIBAIOILYIO IIPOIECCHl U MOTOKH MAacChl, 1o-
KazaHHBIC Ha pHUC. 1, MOXHO MPEICTaBUTH CIEAYIOUINMH YPaBHEHUSMH C JUCKPETHBIM BPEMEHEM:

AG, =G, , -G, =AfG,) P,- MG, P, (1)

AP, =P, —-P,=HG, P,)-0G,, P), )

rae G — KOHIEHTPAlHsl PaACTBOPCHHOTO KUCIOpoAa, P — MIOTHOCTH (PUTOIUIAHKTOHA, & 1 — HOMEpP
cyrok. ®ynknus f(G) OMUCHIBAaCT COBMECTHBIH 3(PQEKT MPOAYKIMH KHCIOpOaa BHYTPU KJICTOK (HH-

TOTIJIAHKTOHA M €r0 TPAHCHOPTa M3 KJIETOK B OKPYKAIOIIyI0 Boay. OTMETHM, YTO, MOCKOJIBKY TpaHC-
MOPT Yepe3 KIETOYHYI0 MeMOpaHy 3aBHCHUT OT KOHIIEHTpAIlMH KUCIOpPOoAa BOMU3M KIETKH, [ SIBIAETCS
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MOHOTOHHO yObIBaromiei ¢ynkmuer G [Sekerci, Petrovskii, 2015]. [Tapamerp A YUIUTHIBACT BIUSHUC
(dakTOpOB OKpyXkaroleil cpeibl (TaKUX Kak TeMIlepaTypa BOJbl) Ha CKOPOCTh MPOJYKIIUU KUCIOPO-
Jla BHYTpU KJIETOK (uToruiaHkToHa. [Ipenmonaraercs, 9To W TUIAHKTOH, W KUCIIOPOJ| PacIpe/eieHbl
NPUOTU3UTEIILHO PABHOMEPHO B BEPXHEM CJIOC OKeaHa (Tak Has3bIBaeMOE MPUOIMKEHUE XOPOIIO Iie-
pemernrannoro ciost [Fasham et al., 1990; Huisman, Weissing, 1995]); cnenoBarensHo, ypaBHeHus (1)
1 (2) He BKJIIOYAIOT MPOCTPAHCTBEHHBIE KOOPINHATBI.

OtMmeruM, ypaBHeHUS (1) 1 (2) nmpencTaBisioT co00i 3HAYUTEIBHO 00Jiee TPOCTYIO MOJIEIb, YeM
«PEANMCTHYHBICY JKOJIOTHYECKHe WK KiuMmaruueckue monenu [Behrenfeld, Falkowski, 1997; Shaffer
et al.,, 2008]. OmHako, KaK OBLIO ITOKA3aHO IJI1 YPAaBHCHHH C HENPEphIBHBIM BpeMeHeM [Petrovskii
et al., 2017], maxxe Takas KoHIeNTyajdbHas Momenb (1)—(2) obecrieunBaeT BEpXHIO TPAHUILY JJIS Ce-
MEHCTBa PealMCTUYHBIX MOJICNICH MOPCKUX YKOCHUCTEM, YUUTHIBAIOIIUX BIUSHUE 300IUIAHKTOHA (KOTO-
PBIH MOTPeOIsIeT KUCIOPOA U TTUTACTCs (PUTOIIIAHKTOHOM), 8 TaK)Ke IKOJIOTHYECKYI0 CTOXaCTHYHOCTb.
B uactHOCTH, BCSKMI pa3, KOIZa B KOHLENTYaJbHOW MOJAEIU IPOUCXOJWIO HUCTOLIEHUE KHCIOPOAA
Y BEIMHpaHHE TJTAHKTOHA, TIOJI00HKIE SIBIICHHS Hen30eKHO HAOIONaINCh U B OoJiee peaTuCTHIHOW MO-
nenu. Takke Tpyu MOJCTHUPOBAHMU B3aUMOJICHCTBUI THIIA «XUIIHUK—kepTBa» [Petrovskii, Malchow,
1999; Petrovskii, Malchow, 2001] oka3aiioch, 9YTO HMEHHO KOHIICNTYaJIbHBIC MOJICIH C HEOOJBITHM
YHCIIOM TPOPHUSCKUX 3BCHBEB MPOJAEMOHCTPUPOBAIM CIIOCOOHOCTh BBISIBIISITH CJIOXKHBIC MPOCTPAHCT-
BEHHO-BpEMEHHbIE TUHaMU4Yeckue 2P QeKThl, HabIrogaeMbIe B MPUPOIHBIX TUIAHKTOHHBIX COOOIIECTBaX,
U [IPU 3TOM HHOTIJA OKa3bIBAIMCH 0OJIee MOJE3HBIMU JJIsl TIOHUMAHUS (PYHIaMEHTAIbHBIX MEXaHU3MOB,
YeM JIeTAIM3UPOBaHHBIE MHOTOKOMIIOHEHTHBIE MoJiein [MenBuHckuit u ap., 2002].

Jlanee ucmonb3yeM cTaHAapTHOE MPEAIIONIOKEHNE O TOM, YTO (PUTOTUTAHKTOH PacTeT JIOTUCTHYe-
cku [TrotronoB, Turtosa, 2018; Hesepoa u np., 2020; Heseposa, XKnanosa, 2022], tak uro H(G, P) =
= % —7- P?, t1e @ — MakcuMaibHas yleibHas CKOPOCTh POCTa (DMTOIIAHKTOHA TIPH JOCTATOYHOM
CONEPKAHUU KUCIOPO/a, P| — KOHCTaHTa MOMyHACBIIIECHHS, Y — UHTEHCUBHOCTh BHYTPHBH/I0BOH KOH-
KypEeHIIHH.

Jst pyakmun f(G), B MPEAITOIOKESHAH, YTO TPAHCIIOPT Yepe3 KICTOUYHYI0 MeMOpaHy OIHCHIBa-
eTcs 3akoHOM DHKa, MOKHO MCTIONB30BaTh CIIEAYIOYI0 napamerpusamuio [Sekerci, Petrovskii, 2015]:

_ Y =l
f(G) = G The G, — 910 KoHCTaHTa Muxasinca— MeHTeH, XapakTepusyomias YPOBeHb KOHIICH-
0

Tpaluu KHACIOpoJa CHApYXH, IPH KOTOPOM KIIETKA MEPecTaeT «3aJbIXaThCs» W BBIXOAUT Ha pabounit
pexuM B 50 % or MakcuMaiibHOH 3 (EKTHBHOCTH.

Konkpernas napamerpuzanus GyHKuuid M u Q MOXKET pa3indarhcs B 3aBHCUMOCTH OT YYHUTHIBA-
eMBIX OMOJIOTHYecKuX ImporeccoB. CooTBeTCTBeHHO, cucteMa (1)—(2) MokeT mproOpeTaTh HECKOIBKO
pa3iuuHble CBOMCTBA, B YACTHOCTH B OTHOLICHUH CYIIECTBOBAHHUS M YCTOHUMBOCTH €€ CTAl[IOHAPHBIX
COCTOSIHUIA.

B nmanHO# Mozmenu Mbl OyneM CUUTATh MOCTOSIHHOW CKOPOCTH SIIMMHHAIIMU KHCIIOpPOIA BCIEA-
CTBHE €CTECTBEHHOTO PacXoja 3a cueT OMOXMMHYECKHX pEeakifii B Boze (1), HE CBI3aHHBIX C JKU3HE-
JESTEIILHOCTBIO MOJEIHPYEMOT0 COOOIIECTBa; KPOME TOTO, YITEM TOTpeOiieHHe KUCIOopoa MOPCKOM
¢utopoii 1 hayHOH B BHJIE TIOCTATOYHO PEATHCTUYHOTO OTKJIMKA THIIa MOHO, KOTOPBIH OTpaykaeT ooIIe-
M3BECTHOE HAOIIOIEHHE, YTO yAelIbHast CKOPOCTh MOTPEOICH s KUCIOpOoa OTpaHUYeHa!

A-Gy-P 5-P,-G,

G —2+G,(1-m)— ,
Gn+G0 " Gn+G1

€)

n+l =

rae G, — 9TO KOHCTAHTa TOMYHACKINIECHHS 10 MOTPEOIEHHUIO; OHA COOTBETCTBYET TAKOMY YPOBHIO KOH-
HeHTpanuu kucnopoaa G,, IpU KOTOPOM CKOPOCTH €r0 MOINIONIEHUS MOPCKUMH OOUTATEIsIMH COCTaB-
JISIET TIOJIOBUHY OT MAaKCUMAaJIBHO BO3MOYKHOTO.

Jig puTOIIIaHKTOHA CKOPOCTh CMEPTHOCTH, HE 3aBUCSINAS OT IUIOTHOCTH (Tak 4Tto () JMHEHHa
no G), He TOJBKO YYHUTHIBAET €CTECTBEHHYIO BO3PACTHYIO CMEPTHOCTh, HO TaKXXe MOXKET OTpakaTb
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JIpyrUe MPOLECCH, IPUBOISIIINE K IOTepe (PUTOIIAHKTOHA, B YACTHOCTH BO3ICHCTBHE TCPMHUHAILHON
(nmutnueckoit) BupycHoit uH(pekuuu [Beltrami, Carroll, 1994; Malchow et al., 2004], kotopas, kKak
H3BECTHO, SIBJIIETCS BaKHBIM (DAaKTOPOM, KOHTPOJIHUPYIOIIMM YHCACHHOCTh (puTomankrona [Fuhrman,
1999].

Ypasuenue (2) mpeobOpa3yeTcst B CICIyIOIIee:

a-P,-G _
Pn+1: GniP1n+Pn(1_7Pn)_O-Pn’ (4)

TJe IapaMeTp o — 3TO0 KOAPPUIIMEHT CMEPTHOCTH (PUTOTUTAHKTOHA.

Htoroast Maremarnieckas MOJECJIb UMCCT BU

A-G,-P 5P -G
G, =—2"4G,(1-m)— —22 (5)
n+1 Gn 4 . n Gn + G1
a-P,-G, —
Pn+l = Tl-{_Pn(l —’}/Pn)—O'Pn
G, oP, G, P,
OquI/II[HO, YTO HECJOXKHajA 3aMCHa NEPEMCHHBIX = — g&,, = — D,, = — gl’ - — pl’
— _ GO GO GO GO
Y5 —yu % — A M03BOISET YIPOCTUTh ypaBHEHUS (5), YMEHBLIMB YHCIIO TAPAMETPOB:
A- Pn Pn* 8n
8l = +g,(1 —m)— ——, (6)
e, 1 " g+ 8,
a-p,- 8
=P8 (L—y-p) -0 p,
pn+1 gn + pl pn( '}/ pn) pn

2.1. Obnacmep oonycmumosix 3Ha4eHUN MOOeaU

Mopnens (6) UMeeT psiji OTpaHUYCHUH Ha 3HAYCHUS KOHIICHTPAIMN KHCIOPOAa U IUIOTHOCTH (PUTO-
TUTAHKTOHA, MTOCKOJIBKY MOTYT BO3HHKAaTh OTpUIATeIbHbIe Ynucia. [1oaToMy Ha KaXJI0M UTEpallMiOHHOM
mare HeoOXOAUMO TPOBEPSTh, YTOOBI (Pa30BbIC IEPEMEHHBIE P, U g, ObUIN HEOTPULATEIbHBIMU.

C npyroii CTOpPOHBI, TOJOKUB 3HAUEHUE BBIPAXKEHUS Y - p PAaBHBIM E€AMHUILE, MOKHO MOIYYHUTh
OTpaHUYEHHUs Ha 001acTh mapameTpoB (@, A), B KOTOPOW COXpaHSETCs] SKOJIOTUYECKHI CMBICI MOjie-
a1 (6). DTUM YCIIOBHSIM COOTBETCTBYET CIEAYIOIAsl CUCTEMa, 3a/alollasi KPUBYIO MapaMEeTPUUYECKH,
rje g — napamerp:

(I+o0)-(g+pp
a= ,
8
a Bt Dmy -(g+g)+1)

(g+g)

AD: 7

KpuBast AD otaensier o06nacTe HEIOIMYCTUMBIX 3HaUCHUH ITapaMeTpoB OT JOIYCTUMBIX B 00Ja-
CTH yCTOMYMBOCTH HA IUIOCKOCTH (@, A). OUeBUIHO, YTO HKOJIOTUYECKH COAEPIKATEIbHBIE MOJEIbHBIC
CLEHapHUU MPUHAJIEKAT MTOJIYIUIOCKOCTH, BKJIIOYANOLIEH Hauanao koopauHar. IIpu sTom, B cirydae mo-
TE€pPHU YCTOMYMBOCTH, JJIsl HENOABHKHOW TOUKH YCIIOBHE Y - p < 1 MOXKET HapymaTbCs, OJHAKO BO3-
HUKAIOMKN aTTpakTop OyleT pacmoiaratbesi B 007acTé (a3oBOro MpOCTPAHCTBA, IJIE TAHHOE YCIIOBHE
BBIIIOJIHSETCSL.
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3. DBOJIOIUS CUCTEMbI ((d)HTOHJIaHKTOH — KHCJI0pPOI»

3.1. Henoosusicnvle mouyku mooenu u ux yCmoudugocms

Mogens (6) UMeeT TPUBUAIBHYIO HEIIOABHKHYIO TOUKY, & TAKKE HETPHUBHAJIBbHYIO, KOTOpAsK sIB-
JISIETCS. PELICHUEM CIIEAYIOLIEH CUCTEMBl YpaBHEHUI:

(@-0)-g—p,o
y-@®§+p)
A-G+g)-8E+1)-(@-g-0-g-p0)
- y @G+p) (g+g) G+ -

ﬁ =
(®)

gm 0.

Jla aHanmm3a Moy4yeHHBIX PeHIeHUi Ha yCTONYHMBOCTh HEOOXOAMMO HaWTH MaTpully SIkoou cu-
cTeMbl (6):

J:(fé ff;)= Tl e Ey EE ©
g 9p @) @, P g, 12—
ac
f=A;p+g(1—m)—ﬁ, g="LEpyp?—oop.
g+1 g§+g 8§+ p

OTMeTuM, 4TO HENOJBMKHAs TOYKA YCTOHYMBA, €CIM BCE COOCTBEHHBIC YHCIA MAaTPHULBI SIKo-
6u (9) B aTO# TouKe MO MoAynto MeHblle 1. CoOCTBEHHBIE YHCIAa HAXOAATCS IyTeM peIIeHHUs ypas-
HEHUS

F(A, g, p)=A>—2-trJ +detJ =0,

rae J — marpuna Sxo6u (9), 4 — cobctBernoe unciao marpuilsl Akoou [Kysuenos, Cemosa, 2012].
O4eBUAHO, YTO MaTpHIla J B TPHBHAIBHON TOYKE

(p=0,g=0)

7 1-m A
L0 1-o/)
1 €l COOTBETCTBYIOT COOCTBEHHBIE uucia 1 — m, 1 — o, KOTopble, B CHIIy OIpaHMYCHHIH HA 3HAYCHHS

NapaMeTPOB m U 0", MEHBIIIE EAUHNLBI U HEOTpHULATENbHbI. ClIe10BaTENbHO, TPUBHAIBHOE PABHOBECHE
HE TepsieT yCTOMYUBOCTH.

IMIPUHHUMACT BU

HaiitTn HeTpuBHaJbHYIO HETIONBIKHYIO TOYKY B SBHOM BHJIE HE YJAJIOCh, TaK Kak cucrema (8)
HenmHeiHas. [Ipu 3ToM BUIHO, YTO BTOpOE ypaBHEHHE B cucTeMe (8) BKIIFOUAET TOIBKO IMEPEMEHHYIO g:

_ (c-g+po—-—a-g-(Ag+(A-1-2) 2

(10)
m-y-(g+p)-(g+1-(g+g)

B cBs13u ¢ aTHM 11eNIecoo0Opa3Ho paccMoTpeTh noBeaeHue ¢yHkuH (10) B mockocTH (A, g). Iloctpo-
eHune rpaduka 3TOH HEIBHO 3aJaHHOM (YHKIMHM MO3BOJISLET MOIYYHUThH Ipaudeckoe pemieHue ypas-
Henus (10), ompenensromee 3HadeHue g (puc. 2). 3aTeM W3 MEpPBOM KOMITOHEHTBI CHCTEMBI (8) mpu
M3BECTHOM g MOYKHO HalTH 3HaueHHe p. C yd4eToM 3THX 3aBUCHUMOCTeN Ou(ypKalMOHHBIE T'PaHHIIBI
001acTH YCTOWYMBOCTH HEHYJIEBOW HemoaBrokHOM ToukH (g, p) [Kysueros, Cenosa, 2012] MoOryT OBITH
Ipe/ICTaBIICHBI B HesiIBHOM BUjie. [locTpoenue rpagukoB HEsSBHO 3alaHHBIX (QYHKUUI OHOU MepeMeH-
HOMW He MPEeCTaBISAET 0COOBIX TPYAHOCTEH U MOXKET OBITh BBIITOJHEHO C MCIOIb30BAaHUEM CTaHIaPTHBIX
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2 / 0.8 -2 PD 2
//_ //
/ g 1,5 /& 1,5
g g g | g
(Y |
K —__PD 0,5 0.5
E=0 — ]
0 A* A 8 0 A* A 1 5 0
(a)cy:Z, g1=17p1:1»57 (6)(1:107 g1=1,p1=1,5, (B)A:57 g1=17p1=1’57 (F)A=5781=1aP1=1’5a
=02, m=09 =02, m=09 o=0,1,m=0,9 o=0,1,m=0,5

Puc. 2. I'padmueckoe peurenue ypasuenus (10) nmpu y = 1 ¢ yuerom oudypkanmonnsix auauid (11)—(13). [ynk-
THP COOTBETCTBYET KOOPJUHATE g YCTOWYMBON HEMOJABM)KHON TOYKH MojelH (6)

MaTeMaTUYeCKUX MaKeToB, TakuX kak Maple, Mathematica uiu MATLAB, a takxe cpeicrBamu Python
C HCITOJIb30BAaHUEM CIICIIHATU3UPOBAHHBIX OMOIMOTEK I MaTeMaTHYCeCKUX BBIYUCIICHUM.
JluHus TpaHCcKpUTHYECKOi/KacarenbHol Oudypkamuu (7, S N):

(@—-0)-g—p,o
F(/lzl,g,l?= k! )=0; (11)
y-(@€+p)
JTUHUS yABOCHHs Tiepuona (PD):
a—-0)-g—-p,o
F(/lz—l,g,p=( 8~ h )=0; (12)
y-(g+py)
nuHus oudypkanuu Helimapka — Cakepa (NS):
a—-0)-g—p,0o
F(Azo,g,p=( )87 Dy )=1 (13)
y-(g+p)

Ha puc. 2 npuBeneHo rpaduyeckoe pemeHue ypaBHeHus (10), ompenensroniee KOOpIUHATY g
HEHYJIeBOW HEMOABIKHOM Touku Mozpenu (6). Ha ToT ke prcyHOK HaHeceHbl OMQypKalMOHHBIC JIH-
Huu (11)—(13). 1x nepecedenue ¢ kpuoi (10) mo3BosgeT ONpeneianTh ONPYpPKAITHOHHBIC 3HAYCHUS
napameTpa, Ipy KOTOPBIX MPOUCXOIUT MOTEePsl YCTOMYUBOCTH HEMOABMKHONW TOYKHM, M YyCTAaHOBUTH THII
BO3HUKaroIeH OndypKanuy.

Jlig ka0l TOYKM KPHUBOM peIIeHUs ONpENessuINCh MYJIBTHILNTUKATOPhl MaTpHuilbl SIkoOH, 1o
3HAYEHUSM KOTOPBIX YCTaHABJIMBAIACh YCTOWYHBOCTh COOTBETCTBYIOIIEH HEMOABMKHON Touku. Hermo-
JIBMDKHAS TOUKA SIBIISIETCS] yCTOWYMBOM, €CIIM MOJYJIH BCEX MYJIBTHUIUIMKATOPOB MaTpPHUIIbl SIKOOH MEHbIIe
equHuibl. Ha puc. 2 myHKTUpHas JUHUSA COOTBETCTBYET YCTOWYMBOM BETBU HEHYJIEBOM HEIOIBHKHOM
Touku Mozenu (6). Kak BumHO M3 pHc. 2, HeHyleBas HEMOABM)KHAsA TOYKA MOXKET OBITh KaK yCTOWYH-
BOW, TaK ¥ HEYCTOHYMBOW (B 3aBUCHMOCTH OT 3Hau€HHWH mapameTpoB). [Ipu sToM TpuBHaibHas Hero-
JIBIDKHAsI TOYKA OCTaeTcs YCTOWYMBOM MPU BCEX paccMaTpUBAeMbIX 3HaYeHUAX mapameTpos. Ha puc. 2
TaK)Ke BBIJCNICHBI O0JIACTH 3HAYCHHUU MapaMeTpoB A M @, B KOTOPBIX HEHYJIEBas HEMOABIDKHAS TOUKa
ycToiunBa. OTH 00JaCTH OrpaHUYEHBl TOYKAMH TIepeceyeHrst KPUBOI PElIeHNs ¢ COOTBETCTBYIOIIUMHU
OnQypKaIMOHHBIMI TPAaHUIIAMHU.

Kak BujHO Ha pHC. 2, U MajbIX 3HAYCHUSIX KOd()(PUIMEHTOB A M @ CyLIECTBYET TOJILKO TPH-
BUAJBHOE peIlleHre. 3aTeM ¢ POCTOM 3Ha4deHHWW mapameTpoB A (@) MpH HEKOTOPOM OM(YpKAITHOHHOM
3HaYeHUU A* (@) BO3HUKAET ceasioy3ioBas Ondypkanus: Ha puc. 2 el COOTBETCTBYET ToUKa K, B KO-
TOPOH IepeceKaroTces KpuBasi ¢ U muHusA S N. B pesynsrare poxaaercs MojlyycToiunBas TOUKa, fajee
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pacrajaroomascs Ha yCTOWYMBYIO M HeycToW4MBYyr0. Kak BHIHO, OqHAa BETBb KPHBOH g 1O Iepecede-
HUS ¢ TuHMed PD mpeacraBiser coboil COBOKYITHOCTh YCTOWYMBBIX HEHYJIEBBIX HETOIBUKHBIX TOUEK,
a Jpyrasi — HEyCTOHYUBBIX.

Taxum obOpaszom, mpu A < A* (@ < @) HEHYNEBbIX HEMOJIBMKHBIX TOUYEK HE CYIECTBYET, U CH-
cTeMa MMEeT TOJIBKO TpUBHalbHOE ycToMumBoe pemenue. Ilpu A > A* (¢ > «¥) Hapsny ¢ Tpu-
BHAJIbHOW HEIIOJBUKHOM TOYKOM CyIIECTBYET YCTOWYMBAs HEHYJIEBAs HEIOABMKHAS TOYKA, KOTOpas
¢ poctoM A (@) TepseT yCTOWYMBOCTh M 3BOJIIOLHOHMPYET 1o cueHaputo Deiirenbayma. Ilepeceue-
HUE KpUBOH g ¢ JmHUeH PD cooTBeTCTByeT On(ypKalMM yIBOEHUS IE€pHOJa, B pPe3yiabTaTe KOTOpPOii
HETPUBUAJIBHOE PAaBHOBECHE TEPSIET YCTOMYHUBOCTD M POKAAETCS MPUTATHBAIOLINH 2-ITHKIL.

B nenom npu A > A* (@ > ") HaOmonaercsi OMCTAOMIIBHOCTD, KOTZA COCYLIECTBYIOT TPUBH-
albHOE M HETPHUBHAIBbHOE paBHOBecHdA. CIIENOBATENIBHO, HAYaJIBHOE YCIIOBHE OIpEAEsseT cLeHapuil
Pa3BUTHUS CHCTEMBI, a 3HaUeHHE A (@) — XapaxkTep ANHAMUKU.

OTMeTHM, 4TO TOTeps YCTOWYHBOCTH Yepe3 oudypkanuto Heiimapka — Cakepa He HaOmonaercs:
KpHUBas pelIeHnid He mepecekaet JmHUI0 NS (puc. 2, 6). boiee toro, ¢ pocrom «a (puc. 2, 6) rpaHu-
na S N cMeliaercst BBEpX M pacrnojiaraeTcs Haj JuHuerd PD, u, cienoBareiabHo, MOTePs. yCTOWYMBOCTH
BO3MOYXKHA TOJIBKO 4epe3 OM(ypKaluio yABOCHHUS IepUofd. AHAJOIMYHOE HOBEICHHE OM(ypKalMOH-
HBIX TPaHMIL] HaOIIOJAaeTCsl PH BBICOKUX 3HAYCHUSIX KodddunuenTa cMepTHOCTH (uTomankrona. [Tpu
3TOM CHIDKCHHE CKOPOCTH SJIMMMHALMU KHCJIOPOZA pacliupseT o0JacTh yCTOWYMBOCTH HETPUBHAIb-
HOTO peIleHHs], B TO BpeMs KaK POCT yAEIbHOH CKOPOCTH pocTa (PUTOIUIAHKTOHA MPU JTOCTATOYHOM
COZEP’)KaHUM KHCIIOPOZa CYIECTBEHHO CY’KaeT: COOTBETCTBYIOIIME IUAla30Hbl 3HAYCHNI MTapaMeTpoB,
IIPU KOTOPBIX HEHYJIEBOE pPEIIeHHE YyCTOHuMBO, pacmupsaiorcs (puc. 2). Kpome Toro, Ha puc. 2, 6, 2
BUJIHO, YTO B CJIy4yae JOBOJIBHO BBICOKOH CKOPOCTH POCTa IPOAYKIMHU KHCIOPOAA BHYTPU KIETOK (H-
TOIUIAHKTOHA (A) ¢ HEOONBIIMM POCTOM (, KOIIa 3HAYEHUS! OCTAJbHBIX IapaMeTpoB 3a()MKCUPOBAHBI,
HAOJIOMAETCs CYIIECTBCHHOE M JaKe PE3KOE YBEIMUYEHUE KOHIICHTPAIUHU Kuciopozaa (g).

Jliist Gornee neTanbHOTO aHaNM3a BIMSHUS AapaMeTPOB Ha ANHAMUKY MozAenH (6) ObLIM JOIOJIHU-
TEJIFHO IMOCTPOEHBI 0OIACTH YCTOHYMBOCTH HEHYJIEBOTO MTOJIOKUTEIBHOTO paBHOBeCHS (8) B pa3IHYHBIX
napaMeTpu4ecKux IUIockocTsx (puc. 3). B mpenbiaymiem aHann3e HEMOABMKHASI TOUKA OIPENeIIsIach
HESIBHO, a MOJyYUTh €€ SIBHOE Tpe/CTaBICHUE Yepe3 MmapaMeTpbl Mojiesin He yaanoch. COOTBETCTBEH-
HO, ¥ OM(ypKallMOHHBIE T'PAHULIBI OBLIM MOJY4YEHB! B HESIBHOM BUE KaK (DYHKIUH OJHOM IIEPEMEHHOM.
Ilepexon k mapamMeTpu4eckoMy IMPEACTABICHUIO 3TUX TPAHUI] TAK)Ke HE MO3BOJIHII MOTYyYUTH yIOOHYIO
dbopMy, IPUTONHYIO AJIsI MOCTPOCHMS ABYMEpPHBIX oOsacteil ycroiumBoctu. Ilostomy anst nanbHei-
IIET0 MCCIIE0BAaHMs MCIOIb30BAaH YUCIEHHBIN MOJXOJ, Pealn30BaHHbBI B MPOTPAMMHOM KOMILJIEKCE
MATCONT [Govaerts et al., 2011], O3BOJISIOIIHIA HETOCPEACTBCHHO OTCIIC)KHBATH HEMOABHUKHBIC TOY-
KU U COOTBETCTBYIOIINE UM On(ypKALMOHHbIE IPAHULIBI IPY U3MEHEHNH IIapaMETPOB.

CooTHoIIeHne pe3yabTaToB, NMPEACTABICHHBIX Ha PUC. 2 U 3, paCCMOTPUM Ha MpHUMeEpe puc. 2, 8
u 3, 6. Jl1st 3TOTO Ha pUC. 3, ¢ NONOIHUTEIBLHO HAaHECEHA ITYHKTUPHAS JINHUS, COOTBETCTBYIOIIAs (PUK-
cupoBaHHOMY 3HaueHuto o = 0,1. Ilepeceyenne 3Toil TMHUN ¢ OM(YPKALMOHHBIMU TPaHULIAMH OTIpe-
JIeNeT ABa 3HA4YEHUs MapaMmeTpa «, 3aJarolllie JUana3oH yCTOWYMBOCTH HEHYJIEBOM HEMOABHKHON
tTouku. [lomy4yeHHbIN uana3oH cOBMajaeT ¢ AUAra3oHOM 3HaYeHWH mapameTpa «, ONpeIeSICHHBIM 110
pHC. 2, 6, YTO MOATBEPXKIACT COMIACOBAHHOCTb PE3YyJIbTaTOB, MONYYEHHBIX C HMCIIOIb30BAHUEM JIBYX
MOAXONOB. B 11€10M TMOMydeHHBIE pe3ynbTaThl COIIacyloTcsa € pHUC. 2: MOTeps YCTOHYHBOCTH HETPH-
BUAJIBHOTO MOJIOKUTEIBHOIO PaBHOBECHS! BO3MOXKHA TOJIBKO depe3 Oudypkauuio yaBoeHHs Ieprona
(puc. 3). Ilpu »TOM BHUIHO, YTO C YBEIMYCHHEM 3HAYCHHUH MAPaAMETPOB, XapaKTEPHU3YIOIIUX CKOPO-
CTH POCTa KOHLEHTPALUH KHCIOPOAA U IUIOTHOCTH (PUTOIIAHKTOHA, CHAYaJla BOSHUKACT CEIJI0Y3JI0Bast
Ooudypxanus, Benyas K HOSBICHHIO HEHYIEBOIO PaBHOBECHS; MMEHHO COOTHOLICHUE 3THX IapameT-
POB ompenessieT BO3MOKHOCTh CYIIECTBOBaHMSA M Pa3BUTHS cHcTeMBbl. B obmactu, mpeniiecTByonei
auHuM S N, cucteMa HaXOAUTCS B TPUBHAIBHOM COCTOSIHUH, YTO COOTBETCTBYET OTCYTCTBHIO OMOJIOTH-
YeCcKOM akKTHBHOCTH. Takum oOpa3om, TpaHuiia S N onpenenseT mopor BOSHUKHOBEHHS MPOAYKTHBHOTO
pexuMa (QYHKIMOHHUPOBAHUS CUCTEMBI.
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Puc. 3. ObmacTi ycTOWYMBOCTH HETPHBHAJIBHOTO PAaBHOBECHS MoaenH (6), IOCTPOCHHBIC B Pa3HBIX ITapaMerT-
PUUCCKUX IIOCKOCTAX MpH ¥y = 1. SN COOTBETCTBYET CEJI0Y3JI0BOM Oudypkammu. PD — muHUS OU]ypKaruu
yaBoeHust iepuoaa. O01acTh YCTOWYMBOCTH 3aJIUTa CEPHIM IIBETOM

3.2. Cyenapuu pazeumus cucmemvl «UmMONIAHKMOH — KUCI0PO0»

Ha mapamerpuueckux moprperax BHUAHO, YTO B OOJBIIMHCTBE CiIyyaeB 00JIACTh yCTOWYMBOCTH
HETPUBUAIBHOTO PaBHOBECHUS MMEET BBIPAKEHHYIO KIMHOBUIHYIO CTPYKTYpy. IIpu 3TOM B TOuKe Iie-
pecedenust kKpuBbix SN n PD Boznukaer oudypkamus tuna fold—flip [Kuznetsov et al., 2004], kak,
HarpuMmep, Ha puc. 3, 6. B okpecTHocTH maHHOH Ondypkanuu peaausyercsl CLEHapHid, IpH KOTOPOM
Oudypkaus ynBOeHHs MEpHOa HOCUT CYOKPUTHYECKHMH XapakTep W HE MPUBOAUT K HEMEIJICHHO-
My HOSIBJICHHIO yCToHuuBoro 2-mukia. bonee toro, ¢ poctoM 0udypKannoHHOro mnapamerpa B CHCTE-
Me BO3HHKAIOT JIB€ WHBAapHaHTHBIE KPUBbHIE, UMEIOLINE Pa3pbIBhl (pHC. 4, 0), KOTOpBIE MpPU JaIbHEH-
IeM H3MEHEHHH OM(YPKaLMOHHOIO Mapamerpa OTHANSIOTCA Ipyr OT APYra, YMEHBIIAsACh B pa3Mepe
(puc. 4, 6). B KOHEYHOM HTOTe€ OHM CXJIOINBIBAIOTCSA B TOYKH, YTO CONPOBOXKAAETCS CTaOMIIM3aIUei
2-nukna (puc. 4, a). Ilpu 3ToM aMIumMTyga 2-1UKJIa BO3PAcTaeT ¢ YBEIMYEHHEM OU(YpKaLMOHHOTO
napamerpa (puc. 4, a). Kpome Toro, Ha puc. 4, a HaOGMIONAIOTCS pa3pbIBBI B 00JacTH 2-IMKIIA, 00y-
CJIOBJICHHBIC BBIOOPOM HauaJbHOTO ycijoBusl. IIpn HEKOTOpBIX 3HAUEHMAX MAPaMETPOB UYUCICHHOCTh
MIPUHUMAET OTpPHUIaTeIbHbIE 3HAYeHUs, KOTOpble HE MMEIOT OMOJOIMYECKOTrOo CMBICHA, MTO3TOMY COOT-
BETCTBYIOIINE YYaCTKH OM(ypKaIMOHHON AUarpaMMbl He 0ToOpakaroTcs. B pamkax paccMarpuBaeMoit
MOJIENIN TAKy0 CUTYalUI0 MOXHO MHTEPIPETUPOBATH KaK I'MOEIb CHCTEMBI.

Pucynku 3, 2 u 3, 3 IEMOHCTPUPYIOT, YTO POCT KOdhhUIKEHTA g, CIIOCOOEH CTabUIN3UPOBATH
JUHAMUKY CHCTEMBI, PACHIMpss 00MacTh YCTOHYHMBOCTH: NPHU OoJiee BBICOKMX 3HAYEHUSIX A HETPUBH-
AJIBHOE PAaBHOBECHE NMPHUOOPETaeT YCTOHMYMBOCTb, B TO BPEMS Kak NPH MEHbIIMX 3HAYCHHUSIX A I0-
SBJISIETCS BOSMOXKHOCTh (DYHKIIMOHHPOBAHHUS CHUCTEMBI, a HE ee Jerpananuu. HeoOXoanuMo OTMETHTS,
YTO B OKPECTHOCTH CEAJIOY3JI0BOI Ondypkanuy, B 3aBUCUMOCTH OT HAauaJIbHBIX YCJIOBHM, MOXET Ha-
OmromaThesl JUTUTENBHBIN TepHo/l CTaOUIBHOTO Pa3BUTH, KOTOPHIN 3aTeM CMEHSETCS Pe3KOi Trubenbro
cucreMsl (puc. 5). B cBoio ouepesp, TOCKOIbKY TPUBHAIBHOE PABHOBECHE OCTAETCSI YCTOMYUBBIM MPH
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Puc. 5. TpaeKTOpI/II/I MOJCIIN, IEMOHCTPUPYIOLINEC JIUTETIbHBIN nepuon CcTabUILHOTO pa3BuUTHUA C nocne;[yfomeﬁ
ru0eIbi0 CUCTEMBI

JIIOOBIX 3HAUCHUSX nmapaMeTpoB, Baprualys TEKYHICTOo COCTOAHUA MOKET IIEPEBECTU CUCTEMY U3 obiactu
IMPUTSXKCHUA PCIKNMaA (I)YHKI_II/IOHI/IPOBaHI/Iﬂ B 00J1aCTh MPUTSKCHUA CUCHAPHA BBIMUPAHUA.

4. O0cy:x1eHue U 3aKJII0YeHue

AKTyaJTbHOCTb HCCJICIOBAHMM, CBI3aHHBIX ¢ MAaTEMaTHYECKUM MOJICITUPOBAHUEM TUHAMHUKHU pac-
TBOPEHHOT'O KHUCJIOpOJa U (UTOIUIAHKTOHA B MOPCKHX 3KOCHUCTEMax, OOYCIIOBJICHA HAOIIOIAeMbIM
B OKEaHE PACIIMPEHUEM THITOKCHYECKUX 30H. Takue 30HbI MPEACTABISAIOT COOOH 00IaCTH ¢ KPUTHICCKU
HU3KHUM COJIEpyKaHNeM KUCIIOpoJa, U X CyIIECTBOBaHME, 10 MHEHHIO MHOTHX HccienoBareneit [Gruber,
2011; Alhassan et al., 2024; Breitburg et al., 2018; Engel et al., 2022; Tumenko, Tumenko, 2025], He
MOKET OBITh OOBSCHEHO OXHHMH JIUIIh THAPODH3UICCKUMHU (DAKTOPAMHU, a CYIIECTBEHHO 3aBHCHT OT
OMOreOXMMHYECKUX TMPOLECCOB, B YaCTHOCTH ()OTOCUHTETHUYECKON aKTUBHOCTH (UTOILIaHKTOHA. [lo-
HUMaHUE MEXaHW3MOB, IPUBOISIINX K BOSHUKHOBESHUIO W YCTOWYMBOCTH TaKUX 30H, SIBIISICTCS BaKHON
3aja4eil IKOJIOTMUECKOr0 MOHUTOPUHTA U MTPOTHO3UPOBAHUS COCTOSIHUSL MOPCKHX SKOCUCTEM.

VYUuThIBas BBIPAKCHHYIO CYTOUHYIO IUKIMYHOCTh POTOCHHTE3a M JBIXAHHUS, a TAKKE JUCKPET-
HBIW XapaKTep HATYPHBIX HAOIIOCHHUI, B pad0OTe MOCTPOCH M MCCIICAO0BAH IUCKPETHBIN aHAJIOT KOHIIC-
TyaJIbHOM MOJETH C HEeIPEPHIBHBIM BpPEMEHEM, IpeUIoKeHHOH B padote [Sekerci, Petrovskii, 2018a].
[Tepeurciarm KpaTko OCHOBHBIC MPEATOJIOKESHUS PACCMATPUBAEMON MOJICITU CBSI3aHHOM TMHAMUKH KOH-
HEHTPAIUK PACTBOPEHHOTO KUCIOPO/A U MJIOTHOCTH (GUTOIUIAHKTOHA B MPUOIMIKCHUH XOPOIIIO MepeMe-
IIAHHOTO CJI0sI OKeaHa (0e3 yueTa MpOCTPaHCTBEHHBIX KOOPAUHAT). MI3MEHEHUE ITHX JIBYX MEPEMEHHBIX
OIMUCHIBACTCS] CHCTEMOM Pa3HOCTHBIX YPABHEHHU C CYTOUHBIM IaroM. [IpogyKiius KHCIOpoaa Mporop-
[MOHAJIbHA TUIOTHOCTH (DUTOIJIAHKTOHA M 3aBUCUT OT YJIEJIbHOW CKOPOCTH (DOTOCHHTE3a, MPU ITOM
BJIMSIHUE BHEIIHUX (DAKTOPOB, TAKUX KaK TEMIIEPATypa BOJIbI, YUUTHIBACTCS HESIBHO B BUJIC MTAPaMETPOB
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Mozend. [lepeHoc kuciopona depe3 KICTOYHYI0 MeMOpaHy OIHCHIBacTCs 3akoHOM Duka, T.€. MOHO-
TOHHO yOBIBAIOMICH 3aBUCUMOCTBIO CKOPOCTH BBIJACICHUS KHCIOPOJAA OT €r0 BHEUTHEH KOHIICHTpPALUU
C HACBHIICHHEM. DJIMMHHALIAS KUCIOPOAa M3 CUCTEMBI CKJIQJBIBACTCS M3 IBYX COCTABIIIONINX: ITOCTO-
SIHHOM CKOPOCTH €CTECTBCHHOTO OMOXMMHYECKOTO Pacrajia ¥ MOoTPeOIeHUs] KUCIOoPOoaa MOPCKO# ¢uio-
poii 1 (hayHOM, KOTOPOE OMUCHIBACTCS OTKJIMKOM THITa MOHO, OTPa)KaroIIUM OTPAaHHYCHHOCTD YACTbHON
ckopoctu morpebnenus. PocT (uTOmIIaHKTOHA TpPEACTAaBICH JOTHCTHUYECKHM ypPaBHEHHEM C MaKCH-
MaJbHOU yACTBLHOW CKOPOCTBIO POCTA, TOCTHKUMOM MPH JOCTATOYHOM COACPIKAHHH KUCJIOPOnIa, KOH-
CTaHTOW MOJYHACHIIICHUS 110 KHUCIOPOLY U KO3(DPHUIMEHTOM BHYTPUBHUIOBON KOHKypeHUUHU. ['mbenn
(UTOIIAaHKTOHA, BKJIFOUAIOIIAs €CTECTBEHHYIO CMEPTHOCTD, BBICJAHHE 300IIAHKTOHOM U BO3ICHCTBHE
BUPYCHON MH(EKIMH, TPUHSTA JTHMHSWHOM 110 IJIOTHOCTH C MMOCTOSIHHBIM KO3()(DUIIUSHTOM CMEPTHOCTH.
TakxuMm 00pa3oM, HECMOTPSI Ha KOHIIENITYaIbHBIA XapaKkTep, UCIIOIb30BaHHAS ITapaMeTPU3aIIHsI TO3BOJH-
Jla y9eCTh OCHOBHBIC OMOJIOTHYCCKUE MPOIECCH MMPOAYKIIHH, TbIXaHUSI, CMEPTHOCTH ¥ BHYTPHUBHIOBON
KOHKYPCHIIMH B MX YIPOIICHHOM ColepxareapHoM Buae. OTMeTnm, uto B padote [Sekerci, Petrovskii,
2018a] mpencraBieHa cepus Mojelied NUHAMUKH IUIAHKTOHA W KHUCJIOPOZAA: aBTOPHI IMOCIEI0BaTEIb-
HO YCJIOKHSIIOT UCXOJHYIO KOHIICTITYaJIbHYI0 MOZEIb, BBOJS BIUSHHUE 300IJIAHKTOHA M SKOJIOTHIECKOM
croxactnaHocTr. OmHako uccienoanue [Sekerci, Petrovskii, 2018a] He comepUT AETAILHOTO aHAIN-
32 TWHAMUKH MPEAJaraéMbIX MOJCICH B MOJHOM IMMapaMeTPUUYCCKOM MPOCTPAHCTBE; SBHO OIICHUBACT-
¢S TOIbKO (B (GEKT U3MEHEHHsI CKOPOCTH TPOIYKIIUU KHciopoaa (A) mpu (GUKCHPOBAHHBIX 3HAYCHUSIX
OCTAJIBHBIX MAPaMETPOB, MOCKOIBKY BO3MOKHOCTh M3MEHEHHSI UMEHHO ATOTO MapaMeTpa CBSI3BIBACTCS
C BIIMSIHHEM TJI00AJTBLHOTO MOTeIICHHS. OTMETHM, UTO BapHAIUs TeMITepaTypbl MOKET COTIPOBOXKIATh-
Csl I3MEHEHHUEM PA3IUYHBIX XAPAKTEPUCTUK CPEIbI, MPSIMO WM KOCBEHHO MCHSIS APYTUe IMapamMeTphbl
paccMaTpUBacMON CHUCTEMBI, YTO Ba)KHO YUYHTHIBAaTh. [IpOBENEHHBIM HaMH JETaJbHBIA MapaMeTpudc-
CKHI aHaJau3 JUCKPETHOTO aHaJlora KOHIeNTyalbHOM Moxenu [Sekerci, Petrovskii, 2018a] maet xade-
CTBEHHO ONM3KHUE PE3yIbTaThl, AEMOHCTPHUPYIOIINE BO3MOKHOCTD PEATA3AINH CLIEHAPHSI C JITUTESIEHBIM
TIEPHOIOM KBa3UCTAOMILHOTO PA3BUTHS CHCTEMBI, KOTOPBIA 3aBEPINAcTCsl BHE3AITHOW TMOCIBI0 (hUTO-
IJIAHKTOHA M WCTOIICHHWEM KHCIOPOAA; MPU ATOM IO3BOJSET BBISIBISATH TPAHUIIBI CMEHBI CIICHAPHEB
(OYHKITMOHHPOBAHKS CUCTEMBI ITPU Pa3IMYHBIX 3HAUCHUSAX €¢ ITapaMeTpPOB.

HccnenoBanmne paccMaTpruBaeMOil MOJENM IOKa3ajo, YTO TPUBUAIBHOE PEIICHUE HE TepseT
YCTOWYMBOCTH. BBIsABIICHA MMapameTpudeckas o0JacTh, B KOTOPOH BO3HHKACT CEIIOy3iIoBas OHQyp-
Kalusi, COMPOBOKIAIOIIAACS MOSBICHUEM OJYYCTOMYMBOM HENMOABM)KHOW TOYKH, pacnajarouieics Ha
YCTOWYUBYIO M HEYCTOWYUBYIO. B 3aBUCHMOCTH OT 3HAuCHHUH MapaMeTpPOB BO3MOXKHBI JBa CIICHAPHS:
BBEIPOXKIICHUE CUCTEMBI JHOO BBIXOA HAa HEHYJIEBOE NpUTATHBAiollee perieHue. [Ipu 3ToM ¢ pocTom
napamerpa (A), XapakTepU3YIOIIero BIUSHUE BHENTHUX (DAKTOPOB Cpeabl HA MPOIYKIHIO KHUCIIOPOIa,
HEHYJICBOE pEIICHUE DBOJIONUOHHUPYET 1o cieHapuio devirendayma. Ilpu MpeBBIMIEHUH HEKOTOPOTO
MOPOTOBOTO 3HAYCHUS BO3HUKAET OMCTAOUIBHOCTH, TO €CTh BBHIOOP CIIEHAPHS PA3BUTHUS OMPEICIISICT-
¢S HaYaJIbHBIMH ycaoBHsAMH. OcoOBId MHTEpec npenactariser 3(pdekt, HabIomaeMblii B OKPECTHOCTH
OudypKauu: ATUTEIBHBIN Mepruo]] KBa3HUCTAOMIHHOTO PAa3BUTHUSI CHCTEMBI, 3aBEPIIAIOIIHICS PE3KOi
rudenbpio0 (UTOIIAHKTOHA M HCTOIIEHUEM KHciopona. [Ipu 3TOM, TTOCKONBEKY TPHBHAIBLHOE PEIICHUE
YCTOWYMBO BCETIA, Ja)Ke Mayas BapHaIlusl TEKYIIETO COCTOSHHS MOXKET MEPEBECTH CHCTEMY B PEKUM
BBIMHPAHHUS.

CremyeT MOTYEPKHYTH, YTO MPEIIOKEHHAS MOIEID SIBISICTCS KOHIENTYadIbHOW M 3HAUYUTEIHHO
mporre OoJiee peaTUCTHYHBIX MHOTOKOMITOHEHTHBIX Mopenel [Behrenfeld, Falkowski, 1997; Shaffer
et al., 2008; ITak, AbakymoB, 2025]. Tem He MeHee B psjie paboT mokaszaHo [Petrovskii, Malchow,
1999; Petrovskii, Malchow, 2001; Petrovskii et al., 2017], YTO HIMEHHO KOHIICIITYaJIbHBIC MOICITH
¢ HEOONBIIUM YHCIIOM KOMITOHEHT OKa3bIBAIOTCS HawOoJiee TOJIC3HBIMH IS BBISBICHUS (DyHIaMEH-
TaTbHBIX MEXaHU3MOB, TOT/Ia KAK MHOTOKOMITOHCHTHBIE MOJIEIH, 00J1a1ast OONbIIeH pearTucTHIHOCTRIO,
YacTO 3aTPYTHSAIOT MHTEPIPETANHIO M UIACHTH(PHUKAIIUIO KIIOYEBBIX TPAalBEpOB JHUHAMHUKH |[MeIBHH-
ckuit u z1p., 2002], mocKosIbKy MOBBIIIEHNE pa3MEPHOCTH M OOIIHOCTH MOAI€Te 0ObEKTUBHO 3aTPYIHACT
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MMPOBCACHHUEC ITOJHOIO0 aHAJIMUTHYCCKOTO HMCCICIOBAHUS HUX (baSOBBIX MNPOCTPaHCTB U MapaMCTPUICCKYIO
HI[GHTH(I)I/IK&HI/I}O, YTO OrpaHUYIUBACT BO3MOKHOCTL IMOJIYUYCHHUS CTPOTHUX IIPOrHO30B. HpeI[CTaBJIeHHaSI
B ,Z[aHHOﬁ pa60Te JUCKpPETHasA MOACIIb JO0ITYCKACT I/IC‘IepHLIBaIOH_II/Iﬁ napaMeTqueCKHﬁ aHaJin3, I103-
BOJISTIOIITUI IIpU pasjiIMdHbIX 3HAYCHUAX MapaMCTPOB BBIABIIATH I'PpaHUIbI CMCHBI CLICHAPUEB PA3BUTUA
CHCTEMEBI. ITO Ja€T BO3MOXXHOCTH B HeKOTOpOﬁ MCPEC MMPOrHO3UPOBATH U3MCHCHHUC PCIKHUMaA (1)yHK]_II/I—
OHHUPOBaHUA 3KOCHUCTEMBI IMPU 3HAUYUTCIBHBIX BapUallugX BHCHIHUX yCHOBHﬁ, YTO ABJIACTCs Ba’XHBIM
maromM OT Ka4€CTBCHHOI'O aHaJIn3a K KOJJMYCCTBCHHBIM OICHKaM.

Bwmecte ¢ TeM HEOOXOMMMO NPU3HATH OTPAHUYCHUS MPEAJIOKESHHOTO MOoAX0a. MoJelb sBIseT-
Cs TOYCYHOH W HE YUYUTHIBACT MPOCTPAHCTBEHHYIO T'€TEPOrCHHOCTh M TOPU3OHTAIBHBIN MEPEHOC, YTO
OrpaHUYMBACT €¢ NPUMEHCHHE JUIsi OMMCAHUSl PEalibHBIX aKBaropuil. BiusHue BHeEMIHUX (GakToOpoB
(Temmeparypa, OCBEIICHHOCTD, IIEPEMEIINBAHNE) YUUTHIBACTCS JIMIIL HEBHO, Yepe3 (PHKCHpOBAHHBIC
napaMeTphbl, TOI/Ia KaK B IIPUPOHBIX YCIOBUSX OHH ITOJIBEPKCHBI CE30HHON M MEXKIOIOBON H3MEHUUBO-
ctu. JlampHelnee pa3BUTHE MOICTH BUIUTCS B CICAYIONINX HAIIPABICHUSAX: YBEIMYCHUE Pa3MEPHOCTH
3a CYeT BKJIIOUCHHUS APYTUX KOMIIOHEHT COOOIIEcTBa (300IUIAHKTOH, OMOTEHBI) SIBHO, B BUAE IOIOJ-
HUTENBHBIX YPaBHEHUH; MIEPEX0 K MPOCTPAHCTBECHHO PACIPEICIICHHOMN ITOCTAaHOBKE )T aHAIN3a POJTH
TOPU30HTANILHOTO TIepeHoca B (GOPMUPOBAHUHN TUIIOKCUYCCKUX 30H; MMapaMeTpHUIeCcKas UIACHTH(PUKALINS
Ha OCHOBE PeasbHBIX JIAHHBIX HATYPHBIX HaOMOneHM. [IpeiiiokeHHas TUCKpETHAst MOJIS]Ib MOXKET CITy-
JKUTBH YIOOHBIM 0a30BBIM OJIOKOM JIJIsl TAKMX OOOOIICHUH.
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