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Annomayusa. OUTOIDIAHKTOH B BOJHOM DKOCHCTEME SIBIIAETCS OCHOBOH ee
JKU3HEACITCIPHOCTH U OCHOBHBIM TPOAYIMPYIOIIUM 3BEHOM. B cBOIO ouepensb,
(hyHKIIMOHUpOBaHHE (DUTOIDIAHKTOHA 3aBHCHT OT (DaKTOPOB BHEIIHEH CpEIIbI:
MUHEPATBHOTO MUTAHWS, (DOTOCHHTETHYECKH AKTUBHOW COJHEYHOH paguaivi,
TeMIIEpaTypbl BOJABI U pAna IPYyTUX MeHee CyllecTBeHHbIX. CONHEYHBI CBET
SIBISIETCA CTaOMIIbHBIM (I)aKTOpOM, mpeaACKazyeMO MCHAIOMIMMCA BO BPEMCHHU U
MPOCTPAHCTBE, a TEeMIepaTypa BOJBI TMPEACTABISET COOOW KOHTPOIHPYIOUIHi
(baKTop. KOHHGHTpaHI/II/I K€ MHUHCPAJIbHBIX BCIICCTB MOTYT MCHATHCA AOCTATOYHO
6I>ICTpO " 3HAYUTCJIIbHO, 3TO CYIICCTBCHHO BJIMACT Ha PACTUTCIIbHBIC OpTraHU3MBI.
Takum oOpa3zom, ©3 (aKTOPOB BHEMIHEH Cpefpl pPEIUTENFHBIM 00pa3oM
BBIIETIsIeTCSl MUHEpabHOe muTaHue. C Ipyroil CTOPOHBI, B KPYMHBIX BOJOEMax
THTIA MOPEH M OKEAaHUYECKUX PAaHOHOB PaCIpe/ICIICHUE J)KUBBIX OPTraHU3MOB BeChMa
HEOJTHOPOJIHO TIO TPOCTPAHCTBY. YKA3aHHBIM JIBYM acHeKTaM — 00eCTIeueHHOCTH
MUIIEH U IPOCTPAHCTBEHHON HEOAHOPOAHOCTH PACTIpEIeTICHIs — U TIOCBAIICHA dTa
pabota. PaccmarpuBaeTcst MoJienb KOHKYPEHTHOTO B3aUMOJICHCTBHSI HA MPUMEPE
JIBYX BHJIIOB (UTOMJIAHKTOHA C YYETOM HPOCTPAHCTBEHHOW HEOJHOPOIHOCTH.
Opranu3msl B BOJIe MEPEMEIIAOTCS TTACCHBHO, YTO UMHTHPYETCS AU HY3HOHHBIM
MPOLIECCOM. B Mojenu NpHCyTCTBYIOT OJHO HETPHUBHAIBHOE CTAllMOHAPHOE H
OJIHOPOJIHOE 10 TMPOCTPAHCTBY paBHOBECHE W JBAa TPUBUAJIBHBIX, T.C.
BBIPOXKJIEHHBIX XOTSI OBl TIO OJHOMY BHUAY (UTOIUIAHKTOHA. TpUBHANBHEIE
paBHOBECHS YCTOWYMBBI JUIIP B HEKOTOPHIX «BBIPOXKIEHHBIX» CUTYyallUsAX, a
HETPUBUAJIBLHOC PABHOBECUEC B «HOPMAJIBHBIX) YCIIOBUAX yCTOI>'I‘II/IBO K BPEMCHHBIM
Y TIPOCTPAaHCTBEHHBIM BO3MYIICHUsM. MccrenoBaHo moBeeHne pemieHni BOIH3u
HETPHUBHAJIHLHOTO PABHOBECHS JIJISl CTAIIMOHAPHOM Cpellbl OOMTaHUS U B CIyYasx ee
HecTalMOHapHOCTU. Bo3MyllieHHe HETPUBHAIIBHOTO PABHOBECHSA B CTAllMOHAPHOMN
cpeac IMNpuBOAUT K CPaBHUTCIBHO OOJIUM 110 BpPEMCEHU OTKIOHCHHUAM OT
paBHOBEeCHS M MEJUICHHBIM BO3BPAaTOM K HeMy. HeycTOWYHBOCTh TPHUBHAIBHBIX
pPaBHOBECHI YCHIIMBAET MPOCTPAHCTBEHHYI0 HEOTHOPOTHOCTE pelieHuii. Bmecte ¢
TeM, HETPUBUAIBHOE PABHOBECHE BBIYUCIIUTEIBHO JICMOHCTPUPYET Clia0ble
CBOWCTBa TNOOATBHON IO BPEMEHH YCTOWYMBOCTH. HecTalioHapHOCTH Cpellb
MMUTHPYETCS HECTAIIMOHAPHOCTHIO MPHUTOKA MHTATENBHBIX BemiecTB. llokazaHo,
YTO pPacCHpeaciCHUC NMHUTATCIbHBIX BCHICCTB MOXKET NPUBOJUTH K CymeCTBeHHOﬁ
HEOJJTHOPOJIHOCTH pacIipeielieHnst 0co0eit 1Mo MPOCTPaHCTBY MecTa OOUTAHHSI.

Knrouesvie cnoea. mamemamuueckas mooenb, Gumoniankmon, ouggysus, numauue,
YCMOUYUBOCHb, NPOCMPAHCMBEEHHASL HEOOHOPOOHOCND.
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Mopckre 53KOCHCTEMBI XapaKTepH3yloTCs OoNbIIMMU TeorpaduueckuMu  palioHaMu
OOWTAaHUS U CHUJIBHOM MPOCTPAHCTBEHHOW HEOAHOPOMHOCTHIO [1]. JIist OllEHKH COCTOSIHHS U
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(G YHKITMOHUPOBAHUS YKOCHCTEMBI B I[EJIOM JIOCTATOYHO PACCMOTPETh COCTOSIHUE €€ HUKHETO
TpohUIeCKOro 3BeHa — (UTOIUTAHKTOHA [2—5]. PUTOIUTAHKTOH SIBIIIETCS HIKHUM YPOBHEM B
Tpo(uueCcKOil CTPYKTYpe BOJIHOI 3KOCHCTEMBI U OCHOBOH KH3HU B Bojoeme. Habmomarenu
JTABHO OTMETWJIM SIBHYIO HEOJHOPOJHOCTh W BBIPAKEHHYIO TUHAMHYHOCTH PACIPECIICHHSI
(GuTO- ¥ 300IUIAHKTOHA MO TIOBEPXHOCTH OKeaHa [1, 3, 6, 7].

BunoBoit cocraB  (QUTOIIIAHKTOHA  ONpPEIENSETCS MHOTUMH — OOCTOSITEIhCTBAMHU:
YCIIOBUSMU oOuTaHus, MEXTOMYJIIIIUOHHBIMU " BHYTPHUIIOMYJISIITAOHHBIMH
B3aUMO/JICHCTBUSMHU, OCOOCHHOCTSIMHU JKU3HECSITEIPHOCTH BUIOB. VMI3BECTHO, HANpUMep, 4TO
BUJIOBOM COCTaB MEHSETCS TPU CMEHE THUNA TOoAa IO TEMIEPATypHOMY PEKHUMY,
OCBEIIEHHOCTH, (DU3UKO-XMMHUYECKHM XapaKTepUCTHKaM BojaHoU cpemsl [4, 8, 9]. B cBoro
ouepellb, BUJOBOW COCTaB OMpENesieT 0COOCHHOCTH KU3HEACATEIIbHOCTH (PUTOIUIAHKTOHA,
ero peakinuud Ha W3MeHeHus ycnoBuii obutanus [10]. BumoBoit cocraB (HUTOIUIAHKTOHA
CIIY’)KUT WHJAMKATOPOM COCTOSIHUSI BOJHOM 3KOCHUCTeMbI B menom [1, 2, 4]. ®dutoriaHkToH
HETIOCPEICTBEHHO BJIMSIET HA XKU3HEAEATEILHOCTh 300IUIaHKTOHA [6, 11] 1 mo Tpoduyeckum
[ENOoYKaM Ha PbI0 W JPYrHe MOMYJSIHH BOJHBIX OPraHU3MOB C HAJIMYUEM CHUIIBHBIX
oOpaTHbIX Bo3neicTBuil [1, 2]. buomorudeckas MPOIYKIUS BOJAHOW HSKOCHCTEMBI MOYTH
MOJTHOCTBIO CKJIAJIBIBACTCS M3 TICPBHUYHOW MPOMYKIUU (UTOILIAHKTOHA, KOTOpas, B CBOIO
ouepe/ib, OMPEIEIISIETCS COCTABIAIONIMMU 3TO CO00IIecTBO Buaamu [3, 4, 12].

IHOCTAHOBKA 3AJIAYA

Mopens cooOmiecTBa IByX BHIOB (PUTOIJIAHKTOHA C KOHKYpPEHIMEH 3a MUIIEBOH pecypc
VUUTBHIBACT, YTO PACTUTEIBHBIC OPTaHW3MBI B BOJEC HE CIOCOOHBI HAa CaMOCTOSATEIHHOE
I[C/ICHANPABJIEHHOE IEepeMEIIEHne, O0COOM IMacCHMBHO IepeMernarorcs ¢ Bomoi [1, 3].
HamnpaneHHBII ITepeHOC BOAHBIX MACC HE PAaCCMaTPUBAETCs, IOITOMY IMACCUBHBIN MEPEHOC
Monenupyercs IudPy3HOHHBIMH  SIBICHUAMU. B3aumonelcTBuEe BHIOB C pPecypcom
MIPOUCXOIUT JIOKAIbHO. [Ipeanonaraercsi, 4To BUABl KOHKYPUPYIOT IPYT C IPYrOM TOJBKO 3a
MUIIEBON pecypc. DTO MPEANoIoKeHNe OCHOBBIBACTCSA HA MPECTABICHUU THIPOOHOIOTOB O
JOMHHAHTHOW pOJIM MUHEPAJIHHOTO TIHUTAaHUS BO BIWSHAW Ha JKU3HEICATEIHHOCTH
¢uromnankrona [1, 9, 13, 14]. Dto oTpakaeTcss ¥ B MaTEeMaTHYECKUX MOJEIIAX TUHAMUKH
(UTOIIAaHKTOHA, B 3HAYMUTEIHHONW Mepe CKOHIICHTPHPOBAHHBIX HA WMCCICIOBAHWUU CBS3U C
nutanuem [ 15-17].

[Muma  sBASETCS. OCHOBHBIM — PETYJSATOPOM JIUHAMHKH OHOMAcChl  (DUTOIUIAHKTOHA
[3, 10, 15, 18]. O1u 06¢cTOATENHCTBA MPHUBOAAT HAC K MOJICITH BH/IA:

op; o*p, .

& Dige thips) 1=12, .
@:D ﬁ—l—h(p s) w
ot S ox? T

3nech p=(pl, p2) — BEKTOp IJIOTHOCTEH (PUTOILUIAHKTOHA IO BUAAM, S — KOHLIEHTpAILMs

MUIIEBOr0 pecypca B euHuIe 00beMa Boabl. [Ipu 3ToM npeanonaraeM, 4to

S 2 s
fj(pls): (Pj — _sj pjv h(p,S):SO—ZBj(pj — pj-
p =1 p

j i

;S
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2
f(p.5)=[w,(s.p,)=¢ P, h(P.S)=3—2p,v,(s.p;)p,
i=1

3nech mapaMerpel €; O0003HAYaIOT YICNbHYIO CMEPTHOCTH BHAA |, S, OINpPEAENseT

]
CKOPOCTh TIOCTYIUICHHUS MHIIEBOTO PECYpCa U3BHE B cpeny oOuranus BUAOB. DyHKUMS @

XapaKTepHU3yeT YACNbHYI CKOPOCTh pocTa OMOMAacChl BHJA |, MPU 3TOM MAKCHMyM 3TOH
CKOPOCTH DPaBeH O.;, a KOHCTaHTa MNOJyHachilleHus — S;. Ilapamerpsl B; ompenensior

YJIENbHYIO CKOPOCTh TIOTPEOIEHHs TUTATENBHOTO BEIIECTBA .

B cucreme (1) cmemaem 3ameny nepemeHHbIX [P; =S;p;. Ilocie cHsThs 3HaKa «»
cucrema (1) mpuobperaer ToT xe BuA (1), Tme mox [; mHoHMMaercs —L . Tlpu »tom
S
o jS

v (s pi):m'
J

TOUYEYHAS MOJIEJIb. UCCJEIOBAHUE CBOMCTB PEINEHUM

Haunem mccnenoBanue ¢ ynpoIiieHHoro anaigora mojenu (1), korna pyHKIMK HE 3aBUCAT
OT TMPOCTPAHCTBEHHOM IlepeMeHHON X. Takylo MoOJieJib MHOTJa Ha3bIBAlOT TOYEYHOM IO
otHouieHuto k mojenu (1). Ona npuoOperaer BUA:

%P — f.(ps), =12

x @
@: (p S)

o ,S),

II€ B IMpPaBbIX YaCTSIX YpPaBHEHUH TMPHUCYTCTBYIOT TOJBKO ()YHKIMOHAJIbHBIE YacTh
mozenu (1). Takas MoJenb OMUCHIBAET KHMHETHKY CHCTEMbI 0€3 ydera MpOCTPaHCTBEHHOMN
HEOJHOPOAHOCTU. MccnenyeM ee BO3MOXKHBIE CTallMOHapHbIE (paBHOBECHbIE) perieHus. OHu
ONPEACIAIOTCA YCIOBUAMMU:

fi(p.s)

,$)=0
h(p,s)=0.

HerpuBuajabHoe (M0JI0KUTEIbHOE M0 BCEM NepeMeHHbIM) pABHOBeCHE

Ero nmapameTrps! HaxX0IUM U3 YCIIOBUM:
[\Il,- (s pi)_gi} p; =0,
2
=L

HerpuBnanbHOCTE paBHOBECUS IPUBOAUT HAC K CUCTEME

v, (s.p)=¢;,
2

s~ 2 Big;p; =0.
=1

Orcrona nony4yaem

" Bee 3HaY€HHs KOHCTAHTHBIX MapaMeTpoB Mozenu (1) IpeanonaratoTcs MoJI0KHTENbHbIMH.

570

Mamemamuueckan 6uonozus u 6uoungopmamuxa. 2023. T. 18. Ne 2. doi: 10.17537/2023.18.568



http://www.matbio.org/journal.php

MATEMATUYECKAA MO/IEJIb ME)KBH,ZZOBOP?KOHKYPEHHHH DOUTOITJIAHKTOHA 34 HHHIEBOPVI PECYPC
_ O TE _1 —~
P =——25., S, ==5,, 1 = ) B, (O‘i _81)'
8j q =1
VCJIOBI/DI Cyﬂ[eCTBOBaHHﬂ HeTpI/IBI/IaJIBHOFO ITOJIOKUTCJIIBHOT O paBHOBeCI/ISI HO.HyLIaIOTCH B

BUJIE.
a,—&; >0, @3)

Jlasiee mpemonaraeM BbITIOJIHEHHBIM yciioBue (3).

TpuBuaibLHBbIE pABHOBECHS

Paccmotpum pasrosecue P, =(py, >0, p,, =0,5, ). Toraa

{\Vl (5’ p1) =&,
Sy — P&, P, =0.
Otcroga

S S
p.=| p :_0>0,p :0} g —_—— 0 4)
’ ( Be, " Buloy—ey)

B ciaydae [ =0 PAaBHOBCCHC OIIPCACIIACTC aHaJIOTHYHO C B3aMMO3aMEHON MHICKCOB 1u?2.

YCTOMYUBOCTH PABHOBECHUI

HerpuBnanbHoe paBHOBecHe

JIisl BBISIBIICHHS YCJIOBHU JIOKAJIbHON YCTOWYHMBOCTH PABHOBECHIl BBIUKMCISIEM SKOOWAH
npaBbIX yacTen cuctemsl (2) [19]:

Wllpl (S, pl) p1+q’1(51p1)_31 0 Wlls(s’pl) P,
A= 0 WZVpZ (S, pz) P, +\V2 (S’ pz)_82 W2; (S’ pz) P, |
—B, (‘4’1'p1 (s,p) P+, (s, pl)) —B, (‘I’zlp2 (s,p,) P, T, (s pz)) 83

rae a; =P, plwlls (S’ pl)_Bz pz‘Vzls (S, pz)-

ITpu sTOM

. oF - 1
vis(spy) = a_;z i (s.p;). wip, (s, pj)z—a\vf(& p;)-
J J

B Touke (p.,S.) HETPUBHAILHOTO PABHOBECHS SKOOMAH MPpUOOpETaeT BH/T

2
& P 0 8_£p_j

o, S a, | s.

2 2 2
A= 0 — £ Por &y | Par
o, S o, | s

& Py €5 Py e (p. ) &2 py )
_B1 - +81 _Bz - +82 _Bl_ _Bz_
o, S. o, S. a, | S. a,\ S
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. Ppr ;78 g(o; —¢;)
s nmanpHEHWInero 3aMeTHM, YTO = _———.00603HauUM Y [,
Se € Q;
2
(O‘J _81)
d; =-———"—.OTu 4YeTblpe Tapamerpa TaKXC IMOJOXHUTEIbHbl MPU BBIIOIHCHUH

ycinoBus (3). Torna nocieaHsisi MaTpHLia IPUHAMACT BUJ
N 0 0,
A= 0 -, d,
Bl(Y1_81) B, (Yz _82) —B,6, —B,95,

Jlanplie BBIIMCHIBAEM €€ XapaKTEpUCTUUECKOE YpaBHEHUE U IPUMEHsIEM Npu3HaK Payca —
I'ypsuia [13]. [Toay4aem ycaoBus JTOKaJIbHOW YCTORYNBOCTH HETPHUBHAIBHOTO PABHOBECHSI.

3amerum, 4T0 obparueHne GopMy st ¥ ;,8; IPUBOAUT K hopMylaMm g, :?(y i +35 j )
i
1 2
o= 8—<yj +5 j) . Orcroga cnenyer, 4To eCTh B3aMMHO OJJHO3HAYHOE COOTBETCTBHE MEXKIY

]
ITOJIOKUTCIIBHBIMU O(j > Sj H ITOJIOKUTCIIbHBIMHA 'Yj ,8j .

Torna matpunia A. TpUHUMAET BUT

M 0 %,
A= 0 -y, 5,
' Yy
—B, 8_11 —B, 5_22 —B,5, —B,9,

A 3TO 03HaYaeT, 4TO YCIIOBHS TOUCUHOU (2 HUKE — U MPOCTPAHCTBEHHOH) YCTOMYMBOCTH
IIPOCTPAHCTBEHHO OJIHOPOJHOIO PaBHOBECHSI MBI MOXKEM IIPOBEPATH B TEPMUHAX [1apaMETPOB

Bj:v;:0;

Xapakrepucruueckoe ypasnenue det(Al —A.)=0 npunimaer Bu:

A°+b2 + b +b? =0, (5)
rue.

b} =B,8, +B,5, +7y,+7y, >0,
b =7v,7, (B8, +B.8,)+ (B, +B,y,)) >0,
b2 —b =(B,8, +B,5, 71 7, ) (12 (B, +B,S, +7, )+, (Bid, +B,5, )+
HBr,” B,v2") =7 (12 (B, B8, +B.v’) —Brs’y, >0,
ITpoBepka moka3bIBaeT, YTO BHIMTOIHAIOTCS yCiaoBusa kputepus Payca — I'ypBuna:
b’ >0, b? >0, b’h? —bJ > 0.

DTO 03HAaYaeT OTPHUIATEIBHOCTh JCHCTBHUTENBHBIX 4acTeil KopHed ypaBHenus (5), oTkynma
CJIeyeT aCUIITOTUYECKask yCTOMYUBOCTh HETPUBUAIILHOIO PABHOBECHS B TOYECUHON MOJCIIN.
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TpuBnajibHOE paBHOBeCHE

Jli1st TprBHANIBHOTO paBHOBecHst (4) MaTtpuiia A MMeeT BHI:

2
_E Py 0 s_(p_j

Q; S, o\ Sy
A= 0 o, —&, 0 .
& Pu & (py)
B, —— — + & —Ba, —P,—|—
Q, S, o \ S,

[Ipu BbINOMHEHUH YCIIOBHs (3) CYIIECTBYET MOJIOKHUTEIbHBIA KOpeHb A =0, —¢&, >0

XapaKTepUCTHUUECKOTr0 ypaBHEHUS. DTO 03HAYaeT HEyCTOMUYUBOCTh paBHOBecus (4).
Jlnst TpuBHanbHOrO paBHOBecus ¢ P, =0 JiokanbHAs HEYCTOWYMBOCTh YCTAHABJIMBACTCS
aQHAJIOTUYHO.

IMPOCTPAHCTBEHHAA HEOJHOPOJAHOCTb

BosBpamaemcss k mozenu (1) u ucciaeayeM JOKaIbHYH YCTOMYMBOCTD HaWJIEHHBIX
paBHOBECHl KaK CTAallMOHAPHBIX MPOCTPAHCTBEHHO OJHOPOAHBIX pemieHuid B monenu (1).
[TockonpKy TpUBUAIbHBIE PaBHOBECHSI HEYCTONMYMBBI (IIPH BHINOJHEHHHM ycioBuil (3)) B
TOUeYHOU Mojenu (2), To oHU TeM Ooyiee HEYCTOMYMBHI B MPOCTpaHCTBEHHOM Moxenu (1).
Ocraercst uccienoBaTh TONBKO HETPHBHAIBHOE PAaBHOBECHE.

PaccmaTtpuBaeM MpocTpaHCTBEHHBbIE BO3MYILIEHHUS MO OTHOLIECHUIO K HETPUBUAIBHOMY

pasHOBecuio B Bume: A =A" eXp(M-HkX) IpU KOMIUICKCHBIX A U AedcTBUTENbHBIX K (I —
muumas exunuia) [20, 21]. Torma nuHeapu3amus B OKPECTHOCTH TOYKH pPaBHOBECHS
NPUBOIAT HAC K  Marpule (M ~+ Dk? —A) A JUCIEPCUOHHOMY  YPaBHEHUIO

det(?»l + Dk? — A) =0, KOTOpPOE B HAIIEM CTy4ae MPUHUMAET BUJI:
A} +bAr*+Dbi+b, =0,

e

b, :(k2D1+yl)+(k2D2+y2)+(k2D3+8),

b, =(k’D, +7,)(k°D, +v,)+(k*D, +v,)(k°D, +38)+(k’D, +7, )
“(K*D, +8)+Byr,” +B,1,",
b, :(k2D1 +Y1)( k’D, +Y2)(k2D3 +6)+(k2D1 +V1)B2Y22 +( k’D, +Y2)B1Y12-

31ech ucnonb30BaHo obosnayenne &= f,8, +p,5,.

CHoBa Bocmone3yemcsi  kputepueMm Payca —['ypBuna. JloctatouHoe — ycioBue
YCTOMYMBOCTH O3HavaeT Hepasencra b >0,b, >0,bb, —b, >0. Vcnosus b, >0,b, >0

BCET/Ia BBITIOJIHSIOTCS, OCTAETCsI POBEPHUTH ycinosue bb, —b, > 0.
[TpeoOpa3oBaHue MPUBOIUT K BBIPAKCHUIO:

bb, —b, =[(D, + D, + D,)k*+ (3+7, +7,)][(D,D, + DD, +D,D, )k* +
+(D,(847,)+ D, (847,) 4D, (v, +7v,) )k (v, + (v, +7,) 8By’ +B,1.2)] -
—{(DD,D, )k® +(D,D, 5+ D,D,y, +D,D,y, )k +
+(( Dy, +D,y,)8+ Dyy,y, + DB,y,” + D2[31y12)k2 +(yly28+[31y12y2 +B,v,7,° )]
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Tornma
bb, —b, = p(k?) = gok® +g,k* +g,k* +g,, (6)
rac
9, =(D,+D,+D,)(D,D,+D,D,+D,D,)—(D,D,D,) >0,
9, =(D,+D,+D;)(D,(8+7,)+D,(5+7,)+D, (v, +7,))+
+(D,D, +D,D, +D,D,)(8+7, +v,)—(D,D,5+D,D;y, +D,Dyy, ),
9, =(D,+D,+D,)(viv, +(vu +71,) 3+ B’ +B,v,° ) +(5+v, +7,)
(D,(8+7,)+D,(8+7,)+Ds (v, F7,))—
—((Dyy, +D,v,)3+ Dyyyv, + DB,y,” + DBy’ ),

9; = (8+yl +Y2)('}’1'Yz +(Yl +YZ)8+B1Y12 +Bzyzz)_Y1Yz (8+B1V1 +B,v, )

Bce ko3 duimenTs MEOro4IeHa (6) Beeria monoKuTeIbHbI, 1 pu K> >0 HEBO3MOXKHA
OTpHUIIATEeNIbHOCTh MHOTOWIeHa (6). Mcciaenyemoe paBHOBecHE YCTOWYMBO U OTHOCHUTEIBHO
MIPOCTPAHCTBEHHBIX BO3MYIICHUH. 3aMeTHM, 4YTO e€ciu Obl yJaloch OOHAPYKUTH
MIPOCTPAHCTBEHHYIO HEYCTOWYMBOCTh, TO MOIJK Obl OBITh OOHAPYXEHBI YCTOWYHMBBIE BO
BPEMCHH W IPOCTPAHCTBEHHO CJIOXKHO YCTPOCHHBIC CTPYKTYPHl KaK PEIICHHS] CHCTEMBI
ypaBHeHuid (1). [logoOHbIE sBIEHHS ONMUCHIBAIOTCH Kak Mud(y3rMoHHAsT HEYCTONYMBOCTH:
BOJIHOBAsE HEYCTOWYHMBOCTh, HEYCTOMYMBOCTH 1m0 Thiopuury u T.m. [21, 22]. B momenu (1)
takue 2(pPexThl He OOHApPYKECHBI, CTPYKTypa €€ peIICHHH He 00JagaeT IMoA00HBIMU
CJIO)KHOCTSIMH.

KOMIIBIOTEPHBIE DKCIIEPUMEHTDI

[IpowtocTpupyeM AuMHaAMUYECKHE CBOMCTBA permieHud wmomenu (1) ¢ ymopom Ha
3bGheKThl  TPOCTPAaHCTBEHHOW  HEOJAHOPOAHOCTH.  PacueTel  chemaHel B cpele
BBIYHCIUTENbHOTO MmakeTa FreeFem. YwucieHHble 3HAYeHHS TapaMeTpoOB Jisi PacyeToOB
npuBeIeHbI B Tabmnuiie 1.

Taéanna 1. YucnenHsle 3Ha4eHNUs TapaMeTPOB ISl pacueTOB

HaumenoBanue | Bun 1 | Bug 2
a; 0.2 0.1
B; 0.1 0.2
g; 0.05 0.04
Sy 0.1 -
D, 0.0001 | 0.0001
D, 0.001 -

HerpuBnanesHoe OIHOPOJHOE TIO TMPOCTPAHCTBY paBHOBECHE HWMEET KOMITOHEHTHI:
p.= 11.111; p,.= 5.556; s.= 3.704. Oto paBHOBecue JOKaIbHO ycToWunBo. Kak ykazaHo

BBIIIC, CYHICCTBYCT CHIC ABa TPUBHUAJIBHBIX (XOTSI OBl 1O 0,HHOI>'I N3 TCPEMCHHBIX pl, pz)
OIHOPOJHBIX PABHOBCCHU A
Py = 20; p,, = 0; s, = 6.667;
p. = 0; p,, = 12.5; s, = 8.333.
[Tocnennue 1Ba paBHOBECHS JIOKAJIBHO HEYCTONYUBBI.
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HauyneM ¢ 4YuCIEHHOM WIIIOCTpAallUd CBOWCTB YCTOMYMBOCTM 3THX PaBHOBECHM.
OnHOMEpHOE MPOCTPAHCTBO OOMTAHUS ONpenenuM Kak npomexyTtok X € [0,1]. Bpems Oyzxer
m3mensaTecs npu t € [0,t ], B pacyerax t,= 200 B ycIOBHBIX €AMHMIAX TaKTOB BPEMEHH.

I'pannunbie ycnoBusi Heiimana s 3aBUCHMBIX mnepeMeHHbIX mpu X = 0 m X = 1
COOTBETCTBYIOT YCIIOBUSIM HEIIPOTEKAHUs Yepe3 IPaHULLy.

p'(t,0)=p,(t1)=0; p,(t,0)=p,'(t.1)=0; s'(t,0)=s'(t,1)=0. (7)

[TepBBIii pacyeT WUTIOCTPHUPYET YCTOMYHMBOCTh HETPHUBHAIBHOTO paBHOBecus (puc. 1).
[IpumepHo uepe3 20-60 TakTOB BpPEMEHM IPOCTPAHCTBEHHOE PACIPEICIICHUE CTaHOBUTCA
HOYTH OJHOPOJIHBIM M OJIN3KMM K HETPUBUAILHOMY PaBHOBECHIO.

p,(tx) p,(t.x) s(t,x)

55
16 8
180 180 180
15 75 5
160 160 160
14 7
140 140 140 45
13 6.5
120 12 120 6 120 4
- 100 11 = 100 55 + 100
35
80 10 80 5 80
60 9 60 45 60 3
8 4
40 40 40 25
20 i 20 - 20
6 3 2
0 0
0 02 04 06 08 0 02 04 06 08 0 02 04 06 08
X X X

Puc. 1. JlokanbpHas yCTOﬁqHBOCTB HETPpUBUAJIBHOT'O paBHOBECHA. HavansHbie yCJ10BUA:
P, (0,X) = py. (1+0.5¢c05(2mx)); p, (0, X) = p,« (1+0.5c0s(2nx));5(0,X) =S, (1+0.5¢0s (2nx)).

p,(tx) p,(tx)

s(t,x
. (tx) 0
180 180 180
22 9
160 160 9 160
140} 20 140 140 8
4
120 | 120 120 [
18 7
~ 100 ~ 100 3 =100
80 80 80 .~ 6
16
60 60 - 60
5
40 14 40 1 40
20 20 * 20 4
12 =
0 0 0 0
0 02 04 06 08 0 02 04 06 08 0 02 04 06 08
X X X
Puc.2.  HeycroiiumBocTh  HEpBOro  TPHUBHAIBHOTO  paBHOBecusi.  HawambHoe — yciioBue:

P, (0,X) = py, (1+0.1cos(2nx) ); p, (0,x) = 0.5sin (nx);s (0, X) = 5, (1+0.5c08 (27) ); py, = 20;5, = 6.667.

Crnenmyromue aBa pacdera HWIUTIOCTPUPYIOT HEYCTOWYMBOCTH TPHBHAIBHBIX PAaBHOBECHI
(puc. 2, 3). [1ns Gonbliieil BEIPA3UTEIHHOCTH 3/I€Ch YACTUYHO HAPYIICHBI TPAHUYHBIE YCIOBUS
(7). Tlo MHEHHIO aBTOPOB 3TO CIOCOOCTBYET OOJBIIEMY pPa3HOOOpPA3HIO pacueToB, HE
paspyiias TPUHIUIHAIBHOTO CTPOs wWumocTpanuii. HauanpHble yclmoBust ONM3KH K
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TPUBUAIBHBIM PAaBHOBECHUSIM, HO dYepe3 TOJOBHHY TAaKTOB BPEMEHHU pEIICHHE OISTh Ke
OKa3bIBaeTCsl  BOJMWM3M  OAHOPOJHOTO  HETPUBUAILHOTO  paBHOBECHS. OJTOT  (aKT
BBIYUCIUTCIIbHO CBUACTCIBCTBYCT B IIOJIB3Y FHO62UIBHOI‘/JI YCTOI\/‘I‘-II/IBOCTI/I HCTPUBHUAJIIBHOT'O
paBHOBECHS B TIOJIOKHUTEIBHOM OPTaHTE TPEXMEPHOTO (ha30BOTO MPOCTPAHCTBA MEPEMEHHBIX
(P, P,.9).

p,(tx)

pz(tlx) s(t,x)

12

180 180 180

1

160 160 16 160

140 10

140 140

©o

120 120 120

- 100 - 100

©

80 80

~

60

(<]

o

|

0
0 02

»

0 3 0
0 02 04 06 0.8 0 02 04 06 08

04 06 038
X X X

Puc. 3. HeycroitunsocTts BTOPOI'O TPUBHATIBLHOTO paBHOBECHS. Havanenoe yCJIOBHE:
P, (0,x) =0.5sin(nx); p, (0,X) = p,. (1+0.5¢c0s(2mx));s(0, ) = s, (1+0.5c0s (2mx) ); p,, =12.5;5, =8.333.

Cnenyrommii  pacdyeT COOTBETCTBYET HEAaBTOHOMHOM wmoxenu. Jlo cux mop
¢GyHKIMOHATBHAS YacTh YPAaBHEHUH HE 3aBHCENA MPSIMO OT BPEMEHH ! M MPOCTpaHCTBEHHOU
nepeMeHHOM X. Temepp B 2TOM 4acTM MOSBISAETCS HpsiMas  3aBUCUMOCTb  OT
IPOCTPAaHCTBEHHOH mepeMeHHONW. KOHCTaHTHBIM mapameTrp S, CTaHOBHUTCS (YHKIHMEH

2
Sy (X)=s,exp|—s,(X—0.5) ). Pecypc mnocrymaer HEOJHOPOAHO MO MPOCTPAHCTBY, €TI0
0 S €Xp| =S,

MOCTYIUIEHUE CTallMOHAPHO 10 BPEMEHHM, HO KOHIEHTPHPYETCS B CEpelMHE MPOMEXYTKa
U3MEHEHHsI TIPOCTPAHCTBCHHOW IIEPEeMEHHOM. OTO BiedeT 3a Co00il KOHIEHTPALUIO
(UTOIUIAaHKTOHA B Cepe/lnHe MPOMeXKyTKa oouTanus (puc. 4).

p,(tx)

p,(tx) s(t,x)

180 180 180

160 160 160

140 140 140

120 120 120

- 100 - 100 - 100

80 80
60
40F 40

20 20 20F

0
0 02 04 06 08
X

0
0 02 04 06 08
X

9
i 8
i 7
. 6
‘ 80
5
!» 60
4 40

—

0
0 02 04 06 08
X

Puc. 4. J/lunamMyuka B HEaBTOHOMHOW CHUCTEME: pecypc IHOCTYHNAeT HEOAHOPOAHO MO MPOCTPAHCTBY C
P, (0,X) = Pyu; P, (0,X) = Pp;S(0,X) =S.. KoHcranta S, B IpaBoil 4acTH TPETbETO ypaBHEHUS

3aMeHsieTcs Ha YHKIHIO Sy (X) =S, exp(—lOO(X - 0.5)2) npu s, =0.565.
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3AKVIIOYEHUE

[IpocTpaHcTBeHHas AMHAMUKa CYIIECTBEHHO OTIMYAeTCs OT TOYEUHOTo BapuaHTa. B
Hallel MOJENU €CTh TPU CTAIMOHAPHBIX IO BPEMEHH M OJHOPOJHBIX MO MPOCTPAHCTBY
paBHOBECHbIX pemieHus. HerpuBuaibHOe (MOJOXKHUTEIBHOE) PABHOBECHE JIOKAIBHO
YCTOHYMBO OTHOCHUTEIHHO OJHOPOJHBIX W HEOJHOPOIHBIX BO3MYyIIeHHU. O0a TpUBHAIBHBIX
paBHOBECHsI HEYCTOMUYMBBI. DTO BO MHOIOM OIpeEssieT TOUYEUYHYI0 M MPOCTPAHCTBEHHYIO
nuHaMmuky (puc. 1-3). B ciiyqae HEOJAHOPOJHOIO MOCTYIUIEHUSI pecypca MPOCTPAHCTBEHHAS
JMHAMHKA CTAaHOBHMTCS CYIIECTBEHHO HeogHopomHoi (puc. 4) [7, 13,14, 23]. Ilpu stom
(UTOIMJIAHKTOH KOHIICHTPUPYETCS BOKPYT 30HBI C HAWOOJBIIEH CKOPOCTHIO MOCTYILICHUS
MUIIEBOrO pecypca.

CgoiictBa pemeHuid monaenu (1) CBUACTEILCTBYIOT O KadeCTBEHHOM COOTBETCTBUU
OMOJIOTUYECKHM 3aKOHOMEpPHOCTSM TIOBEIEHUS (PUTOIUIAHKTOHHBIX OPraHU3MOB IIpU
MOCTOSIHHBIX YCJIOBUSIX Cpelbl oOuTaHus [24]. DTO MO3BOJSIET paccMaTpUBaTh MOJCIb B
KayecTBe OJIHOM W3 MPUTOJHBIX [JIsl HCCIENOBaHUS OCOOCHHOCTEH MPOCTPAHCTBEHHOI'O
MOBEJICHUS (DUTOTUIAHKTOHA M B HEPABHOBECHBIX YCIOBUSIX OKPYXKAIOIICH CPEJIbI.

CIIMCOK JIMTEPATYPbI

Moucees [1.A. buonocuueckue pecypcol Muposozo oxeana. M.: Arponpomusaar, 1989.

2. Menshutkin, V.V., Rukhovets L.A., Filatov N.N. Ecosystem modeling of freshwater

lakes (review): 2. Models of freshwater lake's ecosystem. Water resources. 2014. V. 41.

Is. 1. P. 32-45. doi: 10.1134/S0097807814010084

Falkowski P.G. The Ocean invisible fores. Scientific American. 2002. V. 54. P. 54-61.

®unenko 3.3., Cycnun B.B., Uypunoa T.f. PernonanphHas monens ais pacuera

IIEPBUYHOM NpOAYKIMM YepHOro Mops ¢ MCIOJb30BAaHUEM CIIyTHHKOBOI'O CKaHEpa

nsera SeaWiFS. Mopckoii sxonocuueckuii scypnan. 2009. T. 8. Ne 1. C. 81-106.

5. Pak S.Ya., Abakumov A.l. Phytoplankton in the Sea of Okhotsk along Western
Kamchatka: warm vs cold years. Ecological Modelling. 2020. V. 433. No. 1.
Article No. 109244. doi: 10.1016/j.ecolmodel.2020.109244

6. Edwards A.M., Brindley J. Oscillatory behaviour in a three-component plankton
population model. Dynamics and Stability of Systems. 1996. V. 11. No. 4ggg. P. 347—
370. doi: 10.1080/02681119608806231

7. Unpsam JI.B., Paguenko W.I'., Kysueno JIJI., Jlucuupin A.Il., MapteiHoBa [I.M.,
Hosurarckuit A.H., Yynsnosa A.JI. IlpocTpaHcTBeHHas BapHaOeIbHOCTb COCTaBa,
oOuus ¥ poayknuu puroruiankToHa benoro Mops B koHIe sieta. Okeanonoeus. 2011.
T.51. Ne 1. C. 24-32.

8. 3axapkoB C.II., Jlo6anoB B.b., I'opaeituyk T.H., Mopososa T.B., Ulrpaiixept E.A.
HpOCTpaHCTBCHHaH U3MCHYMBOCTH XJ'IOpO(i)I/IJ'IJ'Ia "a" u BHUAOBOT'O coCTaBa
(GUTONIAHKTOHA B CEBEPO-3allaJHOM YacTH SIMOHCKOIO MOpsS B 3MMHUNA MEpHOJ.
Oxkeanonocusn. 2012. T. 52. Ne 3. C. 381-391.

9. Jang S.J., Baglama J. Nutrient-plankton models with nutrient recycling. Computers &
Mathematics with Applications. 2005. V. 49. No. 2-3. P. 375-387. doi:
10.1016/j.camwa.2004.03.013

10. Geider R., Maclntyre H., Kana T. A dynamic regulatory model of phytoplanktonic
acclimation to light, nutrients, and temperature. Limnology and Oceanography. 1998.
V. 43. No. 4. P. 679-694. doi: 10.4319/10.1998.43.4.0679

11. Hesepoa [I'.Il., JXnmanoBa O.JI. CpaBHUTENbHBIH aHAIU3 JAWHAMHKH TPOCTHIX

=

Hw

MaTeMaTHYECKUX MOJeNel MIAaHKTOHHOTO COOOIIeCTBa C PazIUYHBIMU (DYHKIHUSIMH
otkimka. Mamemamuueckas ouonozusi u 6uoungopmamuxa. 2022. T. 17. Ne 2. C. 465—
480. doi: 10.17537/2022.17.465

ST

Mamemamuueckan 6uonozus u 6uoungopmamuxa. 2023. T. 18. Ne 2. doi: 10.17537/2023.18.568



http://www.matbio.org/journal.php
http://dx.doi.org/10.1134/S0097807814010084
https://www.elibrary.ru/title_about.asp?id=28659
http://dx.doi.org/10.1016/j.ecolmodel.2020.109244
https://doi.org/10.1080/02681119608806231
https://www.elibrary.ru/contents.asp?id=33656117
https://www.elibrary.ru/contents.asp?id=33656117&selid=15598872
https://www.elibrary.ru/contents.asp?id=33736126
http://dx.doi.org/10.1016/j.camwa.2004.03.013
https://doi.org/10.4319/lo.1998.43.4.0679
https://doi.org/10.17537/2022.17.465

12.

13.

14.

15.

16.

17.

18.

19.

20.

21.

22.

23.

24.

ABAKYMOB, KO3MIIKA

Platt T., Sathyendranath S. Estimators of primary production for interpretation of
remotely sensed data on ocean color. Journal of Geophysical Research. 1993. V. 98.
No. C8. P. 14561-14576. doi: 10.1029/93JC01001

ITorocsu C.U., Kontoxos U.B., Pyoun A.b., Ky3nenosa A.B., Boponosa E.H. Bausnue

neduuTa a3ora Ha POCT M COCTOSHHE (OTOCHHTETHYECKOTO armmapaTra 3elIeHOM
Bogopocau Chlamydomonas reinhardtii. Booa: xumus u skonoeus. 2012. Ne 4, C. 68—
76.

Mairet F., Bernard O., Lacour T., Sciandra A. Modelling microalgae growth in nitrogen
limited photobioreactor for estimating biomass, carbohydrate and neutral lipid
productivities. IFAC Proceedings. 2011. V. 44. P. 10591-10596.

Silkin V.A., Abakumov A.l, Pautova L.A., Pakhomova S.V., Lifanchuk A.V.
Mechanisms of regulation of invasive processes in phytoplankton on the example of the
north-eastern part of the Black Sea. Aquatic Ecology. 2016. V. 50. No. 2. P. 221-234.
doi: 10.1007/s10452-016-9570-7

AbakymoB A.U., Tlak C.fI. MonenupoBanue tmporecca (OTOCHHTE3a U OILIEHKa
JTUHAMUKU OroMacchl (PMTOTUIAHKTOHA HAa OCHOBE monenu Jpyna. Mamemamuueckas
buonoeuss u  6uoungpopmamuxa. 2021. T. 16. Ne 2. C. 380-393. doi:
10.17537/2021.16.380

AbakymoB A.U., ITak C.f. JIBa moaxoaa K MOAETUPOBAHUIO JUHAMHKU OHMOMAcChI
¢uTorUTaHKTOHA Ha OCHOBe Monenu [pyma. Mamemamuueckas Ouonocusi u
ououngopmamuxa. 2022. T. 17. Ne 2. C. 401-422. doi: 10.17537/2022.17.401
DeAngelis D.L. Dynamics of nutrient cycling and food webs. Springer, 2012. 288 p.
doi: 10.1007/978-94-011-2342-6

Onscrons] JI.O. HJupgepenyuanvruvie ypasnenus u eapuayuonHoe ucuucienue. M.:
Hayxka. 1969.

BacunbeB B.A., Pomanosckuit FO.M., SIxuno B.I'. Aémosgoanosvie npoyeccoi. M.: Hayka.
1987. 240 c.

Kyszuenos C.I1. Junamuueckuii xaoc. M.: ®u3.-mat. mut. 2001. 296 c.

Turing A.M. The Chemical Basis of Morphogenesis. In: Philosophical Transactions of
the Royal Society of London. Series B, Biological Sciences. 1952. V. 237. No. 641. P.
37-72. doi: 10.1098/rstb.1952.0012

Longhurst A., Sathyendranath S., Platt T., Caverhill C. An estimate of global primary
production in the ocean from satellite radiometer data. Journal of Plankton Research.
1995. V. 17. No. 6. P. 1245-1271. doi: 10.1093/plankt/17.6.1245

PomanoBckuit  FO.M., CremanoBa H.B., UYepnasckuit [1.C. Mamemamuueckas
ouogusuxa. M.: Hayka. 1984. 304 c.

Pyxonmcs nocrynuna B pegakuuto 23.11.2023, nepepaboTanusiii BapuanT noctynui 07.12.2023.
[Jara omy6nukoBanus 14.12.2023.

578

Mamemamuueckan 6uonozus u 6uoungopmamuxa. 2023. T. 18. Ne 2. doi: 10.17537/2023.18.568



http://www.matbio.org/journal.php
https://doi.org/10.1029/93JC01001
http://dx.doi.org/10.1007/s10452-016-9570-7
https://doi.org/10.17537/2021.16.380
https://doi.org/10.17537/2022.17.401
http://dx.doi.org/10.1007/978-94-011-2342-6
https://doi.org/10.1098/rstb.1952.0012
http://dx.doi.org/10.1093/plankt/17.6.1245

MATEMATHYECKAA MOJEJIb MEXXBHJIOBOH KOHKYPEHI[HU ®UTOIITAHKTOHA 34 ITULUEBOH PECYPC

MATHEMATICAL MODELING

Mathematical Model of Phytoplankton Interspecific
Competition for Food Resource

Abakumov A.l., Kozitskaya I.S.

Institute of Automation and Control Processes, Far Eastern Branch of the Russian Academy
of Sciences, Vladivostok, Russia

Abstract. The phytoplankton in an aquatic ecosystem is the basis of its life activity
and the main producing link. The functioning of phytoplankton in same time
depends on environmental factors: mineral nutrition, photosynthetically active
solar radiation, water temperature and other less significant ones. Sunlight is a
stable factor, varying predictably over time and space. The water temperature is the
small regulatory factor. Concentrations of mineral substances can change quite
quickly and significantly, this much influences on plant organisms. Thus, mineral
nutrition is a basic environmental factor of influence to phytoplankton. On the
other hand, in large aquatic basin such as seas and oceanic areas the distribution of
living organisms is very heterogeneous in space. These two aspects — nutrient and
spatial heterogeneity — are the focus of this article. A model of competitive
interaction is considered using the example of two species of phytoplankton. The
phytoplankton move passively in water what is simulated by the diffusion process.
The model contains one non-trivial stationary and spatially homogeneous
equilibrium and two trivial ones, i.e. degenerate in at least one species of
phytoplankton. Trivial equilibria are stable only in some “degenerate” situations.
The non-trivial equilibrium in “normal” conditions is stable to temporal and spatial
disturbances. The behavior of solutions near a nontrivial equilibrium for a
stationary living environment and in cases of its nonstationary is studied.
Perturbation of a nontrivial equilibrium in a stationary environment leads to
relatively long-term deviations from equilibrium and a slow return to it. The
instability of trivial equilibria increases the spatial heterogeneity of solutions. At
the same time, the nontrivial equilibrium computationally demonstrates weak
properties of global stability in time. The unsteadiness of the environment is
simulated by the unsteadiness of the influx of nutrients. It has been shown that the
distribution of nutrients can lead to significant heterogeneity in the distribution of
individuals across the spatial habitat.

Key words: mathematical model, phytoplankton, diffusion, nutrient, stability, spatial
heterogeneity.

579

Mamemamuueckan 6uonozus u 6uoungopmamuxa. 2023. T. 18. Ne 2. doi: 10.17537/2023.18.568



http://www.matbio.org/journal.php

