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st aHanv3a B3aMMOIEMCTBUIT MEXIy TUTOPATbHBIMU rapliaKTUKOUIAMU U TMaTOMOBBIMY BOJIOPOCIISIMU
IOCTpPOeHa HEMPepbIBHAS 110 BPEMEHM U JUCKPETHAS 11O TTPOCTPAHCTBY MOIEIb “MUTPUPYIOIINIA XUIITHUK—
HEeTOJBUKHAasI KepTBa”. MUTpalluyM XUIITHUKA HOCST NepUOINYECKUIA HEHAIpaBJICHHBIN XapaKTep, UX JIO-
KaJbHasi UHTEHCUBHOCTh OIpenensieTcsl Tpo(pUIeCKUM CTaTycoM (OTHOIIEHWEM pPealbHOTO pallMoHa K
MaKCUMaJIbHOMY). AHaJIM3 “TOYEUYHOro” aHajiora MOJE/IM MToKa3aJl, YTO CUCTeMa UMeeT JIBa HETPUBUAJIb-
HBIX YCTOMYMBBIX COCTOSTHUSI, OMHO M3 KOTOPBIX COOTBETCTBYET MepedKCIuIyaTaluu (YCTOMYMBO HU3Kas
YUCJIEHHOCTb KEPTBbI, KOHTPOJIUPYEMOU TOJIOMHBIM XUITHUKOM), Ipyroe — “OiaromnosyqyHoe” (ChIThIi
XUITHUK, TJIOTHOCTD XePTBbI OrpaHUYeHa eMKOCTBIO cpelibl). YMcIeHHOe MOeTMPOBaHe TT0Ka3aio, YTo
MPY 3HAYEHUSIX MapaMeTPoB, OJIM3KUX K peaibHbIM, B TPOCTPAHCTBEHHO-pACIpeeJIeHHO cucTemMe pea-
JIN3YeTCsl TNOO0 TOTAIBHBIN PEXKUM TepedKCIUTyaTalluu, IMOO HEOMHOPOIHBIM NTMHAMUYECKUI PEXUM C 00-
pa3oBaHUEM KOPOTKOXUBYIIIMX MSITEH XUIITHUKA 1 XKEPTBbI, CXOXUI ¢ HabmogaeMbiM B rpupoae. Crnoco6-
HOCTb XUIIIHMKA K MUTPALIUSIM CyXaeT 001acTh HapaMeTPOB, IIPU KOTOPBIX peaanu3yeTcs “OJarornpusTHbIN”
PEXUM, OJHAKO B 3TOI 00JacTU yBeIMYMUBaeT Tpoduueckyro 3¢hGheKTUBHOCTh CUCTEMBI: KaK CPEIHSIs 110
MMPOCTPAHCTBY YMCJIEHHOCTD XEPTB, TaK U CPEIHUI pallMOH XUIIHMKA BBIIIE, yeM 6e3 Murpaiuii. Bemr-
PBILI OT MUTPALINii 0OCOOEHHO 3aMETEH B ITPOCTPAHCTBEHHO-HEOIHOPOIHOM [IJIsI XKepTBHI cpesie. BBeneHue
JIOKaJIbHOM MH(MOPMUPOBAHHOCTH XMUIITHUKA (MUTPAIUM MPEMMYIIECTBEHHO B HAIlpaBJIEHUU BBICOKOM
TUIOTHOCTHM XKEePTBbI) HE 0Ka3aJI0 CYIIECTBEHHOTO BJIMSTHUS HA COCTOSIHUE CUCTEMBI.

KiroueBble cioBa: MoneJIMpoBaHUe, “XUIIHUK—XePTBa” , MUTPALIUU, TMHAMUKA, TPOCTPAHCTBEHHASI HEO/I -

HOPOAHOCTb, TapHaKTUKOUIbI, MUKPOPUTOOEHTOC
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BBEAEHUWE

IIpocTpaHcTBEHHO-BpeMEHHASI HEOTHOPOIHOCTD —
HEOTHEMJIEMOE CBOMCTBO XXUBBIX CUCTEM, U3ydeHUE
MEXaHM3MOB TaKOil HEOTHOPOTHOCTH HEOOXOIUMO
JUIT TIOHUMaHUS (YHKIIMOHUPOBAHUSI COOOIIIECTB.
SlpkuM TIpuMepOM MNOHOOHOI CUCTEMBI SBIISIETCS
pacripenelieHre OEHTOCHBIX PAYKOB TapHaKTHUKOWI
(Harpacticoida: Copepoda). OHu 00pa3syioT mHsTHa
pazMepom ot 0.5 cM? 10 HecKobKux M2 [2, 21, 28, 38,
39, 42], pacrojoxeHue KOTOPBIX HEIMOCTOSIHHO U
MOXKET CHWJIbHO MEHSIThCS B Te4eHHUE CyTOK [2, 28].
ITpuumHBI TaKOTrO pacripenesieHrss TOUHO HEeU3BECT-
HbI, OJJHAKO HauboJiee MpaBaONOI00HOM TpeacTaB-
JISIeTCSI TUITOTE3a O BEAYIE poJi GUOTUYECKUX (PaK-
TopoB [25, 27, 29, 33, 40], B yacTHOCTH, TpodurUe-

CKUX B3aMMOJACUCTBUII PAvYKOB C MX OCHOBHBIM
IMUILEBBIM OOBEKTOM — JMAaTOMOBBIMM BOIOPOCIISI-
mu. 1o JaHHBIM TIOJIEBBIX HAOMIOACHWM, TapHaKTH -
KOUIBl BBIEHAIOT OO0 2/3 OMoMacchl OUATOMOBBIX B
cyTKU [24, 26, 35], omHaKO 3a CYET pa3MEpPHOIi CeIeK-
TUBHOCTH TUTAHUSI TapIaKTUKOUI MPOLEHT Bhieaa-
HMSI MOXET OKa3aThCsl 3HAaUUTEIbHO BbIle [20]. Oue-
BUIHO, YTO CHCTEMa raplakTUKOMIbI-IMaTOMOBBIE
CYLIECTBYEeT B BeChMa HAIPSKEHHOM TPO(MUYECKOM
pexume. KpoMe Toro, B oTimurie OT OOJIBIIMHCTBA
MpeacTaBUTelleil MeiiobeHTOCa, TapITaKTUKOUIKI pe-
TYJISIPHO BBEIXOASIT U3 TOIILM OCAaaKoB B Boay. [Tpnyu-
HBI M1 MEXaHU3M, UHIYLMPYIOIINA TaK1e MUTPALIVH,
TakXe He SICHBl. B03MOXHO, MMEHHO IIpOCTpaH-
CTBEHHO-BPEMEHHASI HEOTHOPOIHOCTh, OIIpelelisie-
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Mas MUTpaLMsSIMU, 00eCTIeanBaeT YCTOMYMBOCTh CH-
cTeMbl “nuira—norpedurens” [19, 20].

Mopenp TaKoro B3aMMONEMCTBUS ObLIa IIPEIIo-
keHa B paborax TroTioHoBa u np. [8, 9], roe ObLIU
cIeJIaHbl CAeAyIOIINE MOIYIISHUS: YacTOTa BBIXOJA
0Cco0M B BOIY U3 JaHHOI TOYKM 3aBUCUT OT KOHIICH-
TpallMi HEKOETO CTUMYJIa B 3TOM Touke. BrIiins B Bo-
Iy, 0co0b 00sI3aTeJIBHO COBEpIaeT MNepeMelleHue,
IIpX 3TOM BCe HaIIpaBJIeHUS IepeMeIlIeHs paBHOBE-
posATHBI. BbUIO MOKa3aHO, YTO PaCCMOTPEHHBIN Me-
XaHM3M TaKcHca, T.e. yObIBaHME YaCTOThI BBIXOAA
0co0u B BoAy IIPY BO3pacTaHMM KOHIICHTPAIIMU CTH-
MyJia, TIPUBOAUT K arperupoBaHUIO OPraHU3MOB B
MecCTaxX C NOBHIIIEHHONM KOHIIEHTpalUeil CTUMYyJIa.
IIpu sToM B pesynmprate 6mdypkanmm Ilyankape—
AnnpoHoBa—Xomnda B CHUCTEeME MOIYT BO3HUKATh
CJIOXKHBIE IIPOCTPAHCTBEHHO-HEOTHOPOIHBIE PEeXI-
MEL. B KauecTBe BO3MOXHBIX CTUMYJIOB B padote [8]
paccMaTpUBIMCh JOKalIbHAsl ITUIOTHOCTh KEPTBHI,
KOHIICHTpALS BBIACISIEMBIX €l MEeTabOJIMTOB-aT-
TPaKTaHTOB 1 CHITOCTh XMIIHMKA. BBUI caejlaH BbI-
BOJI, YTO IPOCTPAHCTBEHHO-HEOAHOPOIHBIN PEeXUM
BO3HMKAET TOJILKO B TOM Cjydae, KOrja B Ka4eCTBe
CTUMYJIa UCIIOJIb3YETCSI CHITOCTh XUIITHUKA.

B paborax [8, 9] 6bL1 TpoBeAeH JIUIIb OOIIMIT Ka-
YeCTBEeHHBIN aHAINU3 CUCTEMBI, T.C. MPUHIIUITHATb-
Hasi BO3MOXXHOCTD CYIIIECTBOBAHMS U YCTOMYMBOCTH
HETPUBUATIBHBIX PELLICHUI TTPU TPOU3BOJIBHO 3a1aH-
HBIX TTapaMeTpax M CTallMOHApHOM pacrpenesieHUN
ctumysa. Bormpocs ke 0 xapakTepe MOoBeIeHUs Ch-
cTeMbl B KOHKPETHOM IHAalla30He IapaMeTpoOB U O
ounoaorndeckoii 3ppeKTUBHOCT Pa3HBIX PEXKMMOB
OCTalOTCSI OTKPBITHIMU.

B Hacroseit padboTe naHHas MOIeIb MOOU(PUII-
poBaHa MIPUMEHUTEJILHO K OCOOEHHOCTSIM OMOJIOTUM
paccMaTpuBaeMoOil CUCTEMbl — rapriakTUKouagaM U
I1MaToMOBBIM JInTopanu bemoro mops. CiaemyeTr oro-
BOPUTHCS, UTO Mbl HE CTaBWJIX CBOEM 3a1adeit co3aa-
HHME TOYHON MMUTALIMOHHON MOZEIN, YYMUThIBAIO-
IIEi geTaau peajlbHOM JUTOpPaAIbHOU cucTteMsl. Lle-
JIbIO pabOThI OBLIO MCCIIEIOBaHUE MPUHIIMITHATbHBIX
OCOOEHHOCTEI TIOBeAeHUSI MUCKPETHOM MO IIpo-
CTPaHCTBY Bepcum Monenu [8, 9] mpu pearucTUIHOM
BBIOOpE ITapaMeTPOB M OlLICHKA MOTSHIIMATbHOMN 3¢~
(EKTUBHOCTU PEKUMOB C MEPUOAUYSCKMMU HEHa-
MpaBJIeHHBIMY MUTPAUSIMM XUIITHUKA.

OINIMCAHWE MOJEJIHN 1 BbIBOP
ITAPAMETPOB CUMVJIALINN

B ocHoBe Haieit Mmogenu jexart CJIeayromue 10-
IIyICHUA:

1) Tlomynsiuuu XuIHWKA (YCIOBHBIE TapHaKTU-
KOUIBI) U MX XepTB (YCIOBHBIE MUKPOBOIOPOCIIM)
B3aIMOJIEMCTBYIOT Ha IPSIMOYTOJIbHOM CETKE pa3Mme-
poM 50 X 50 siueek ¢ HEMPOHUILIAEMBIMU BHELITHUMU
rpaHuniamu. PaccmarpuBaemasi Monenb MpuHaje-
JKUT HE K KJIacCy MoJielieil ¢ SIBHO 3alaHHBIM MPO-
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CTpaHCTBEHHBIM MaciTabom (“spatially explicit mod-
els”), a K KJ1accy IpoCcTpaHCTBEHHO-pacIIpeacIeHHbBIX
MoJiesieli ¢ ToueuHoi Matpuleit (“spatially-distributed
point-grid models”). B aToMm ciy4yae oToenbHasI SIeii-
Ka paccMaTpuBaeTcsl Kak BHYTPEHHE-OTHOPOIHBIN
Y4acTOK 0€3 TOUHOM MPUBSI3KY K KOHKPETHOMY MPO-
CTpaHCTBEHHOMY MacimTady. OmHako, YYWTHIBas,
YTO BEJIUYUHBI OOMIIMSI MeiioOeHTOCa TPATUIIMOHHO
(xaKk ¥ B Haweil pabore) npusoaaTcd Ha 10 cM?, a
HauOoJiee BapruabeIbHO O0OMINE JIMTOPATbHOTO MUK-
po- 1 MeliobeHToca B MacITabax JeIIMMeTPOB-MeT-
poB [21, 28], mpencTaBisieTcsT OIPaBHAHHBIM OIlIe-
HUTb pasMep sYeiKu TopsiaKa IelUMETPOB; TaKUM
o6pa3zoM, oOmmii pasMep 00JACTH MOIETUPOBAHUS
MOXHO IPUOJIM3UTEIBHO OLEHHUTh Kak 25—100 w2
VYcaoBusg B pa3sHbIX SdYeiKax IJIS KEPTB MOTYT OBITh
OIVMHAKOBBIMU (ITPOCTPAHCTBEHHO-OTHOPOIHAS MO-
Ieb) WKW Pa3IundHBIMU (IIPOCTPAaHCTBEHHO-HEO -
HOPOIHAS MOAEb) (CM. HIDKE).

2) lmnamuka oOuust (0MOMAacChl) XXEPTB B i-0M
STYeiiKe OMMCHIBACTCS ypaBHEHUEM JIOTHUCTUIECKOTO
pocTa ¢ yuyeToM BbleIaHUSI:

dN, N,
= N 122 = PO(N,), 1
_E= N, 1= = PON) ()

1

rae ¢ — BpeMs (B ¢yT), N — oOuiaue XepTBbI, ¥ — €€
yaelbHass cKopocTh pocta (cyr'), K — eMKOCTb
cpenbl IS KepTBel, P — obunue xunHuka, Q(N) —
(YHKIIMOHATbHBIN OTKJIMK XUIITHUKA.

CyMmMmapHoOe 00MiIe XMIITHUKOB TTPHHUMAIH TI0-
CTOSTHHBIM, YYMTBHIBasl, UTO BpeMsl TeHepalluu rap-
MMAaKTUKOWI B CEBEPHBIX MOPSIX CPaBHIUMO CO BpeMe-
HeM MonenupoBaHus (1—2 mec.) [12].

3) Hns ommcaHusl (PyHKIIMOHAIBLHOIO OTK/IMKA
XUIMHUKA ObLIa BbIOpaHa TpoduuecKass (QYHKIIUS
XoyumuHra I1I-ro Tuma

_ OV’
N+
rae Q — CYTOUHBII pallMoH TapIlakKTUKoumd (B JOJISIX
oT Macchl), Q.x — MakKCUMaJbHBbIA palluoH, N —
obmiane Bomopocieit, L — KOHCTaHTa MOJIyHaChIIIe-
Husg. Beibop »Toi QYHKIIMM OOYCIIOBJIEH TEM, YTO
raprnakTUKOUIbI 3aXBaThIBAIOT U TJIOTAIOT KJIETKU T~
aTOMOBBIX MOCJIENOBATEIBHO, ITO OMHOI. TakoMy I10-
BEACHUIO XUIITHIKOB, B TOM YMCJIe — KOIEHoHd, 00JIb-

1IIe COOTBETCTBYET CUTMOMIaIbHasl (popMa OTKJIMKaA
[31, 37, 43].

4) MbI nipeAriojiaraeM, 4To OEHTOCHbBIE rapHaKTH-
KOUIIbI, OyIy4y TJIOXMMU TUIOBLIAMM, TIOCJIE BbIXOJa
U3 TPYHTA MaCCUBHO MEPEHOCATCS C TOKOM BOJIbl M HE
CITOCOOHBI BHIOMpaTh HampaBiIeHUE MUTpaluii (Mo-
JIenb HemHOOPMUPOBAaHHOIO XUIMHUKA). IIpomecc
HeHaNpaBJIECHHOW MMIpalliy TIPEACTaBIsSIeT COO0OM
PaBHOBEPOSITHOE TlepeMellleHne 0cobeil BO BCE CO-
cellHUE sTUeiiKM, BKJIIOYasi MCXOMHYIO, Ha pacCTosi-
HMU, HE TIPEBBILIAIONIEM paanyc Murpamuit D.
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JlokanbpHas JUHaAMKWKa XMWIIHUKaA OIIMChbIBAJIaCh
JUCKPETHBIM 11O BDEMCHHN YPAaBHCHUEM!

1
oD+ I)Z-Z PpyFpy, (2)

rne P; — obunue XuillHUKA B i-Oil TOUKe, ¢ — BpeMs,
g — BpeMeHHOI mar Moaenu, F; — UHTEHCUBHOCTb
Murpauuii (% BBIXOOSIINX B Bogy ocobeit), D — pa-
IIMYyC MUTPALIUiA, {)) — OKPECTHOCTb i-Oif TOUKU pa-
auycoM D. B kadecTBe cTuMyJa, IMOOYXXIAIOLIETO
PaYKOB K MUTpaLIsIM, BEIOpaHa CTEIICHb YIOBJIETBO-
peHust ux nuiieBbix norpedHoctel (Q/ Q.. Yuu-
TBIBasl, YTO B SKCIIEPUMEHTAX UHTEHCUBHOCTh BBIXO-
Jla paykKOB B BOIY pe3KO Bo3pacTaja IIpyu HU3KOM
KOHIIeHTpaluu iy (A3oBckuii, Yepromnpyn, He-
OITy0J1. TaHHBIE), MBI TIPUHSUIN S-00pa3Hyo (opMy
3aBucuMocTH F(Q):

(140/Oax )’

Takum o6pa3om, MoAeJIb ONUCHIBACT ClIy4yail IIepuo-
ImyecKnx (c 3aJepKKOil II0 BpeMEHU), HeHalpaB-
JIEHHBIX, CTUMYJIMPOBAHHBIX CTEIIEHBIO TOJIOHAHUS
MUTPALUA XUILITHHAKA.

F(t+g) = B~ F(OF +

Cucrema ypaBHeHuit (1)—(2) peuagach YucCaeH-
HBIM WHTeTpUpoBaHUEeM MeTomoM PyHre—KyTTh
2-TO TIOpSiIKA C aBTOMATUYECKMM BBIOOpPOM IIara
MHTEerpupoBaHusa. Mojaenab peajn3oBaHa Ha SI3BIKE
BASIC QB64. CtanmapTHbBI UK MOICTNPOBAHUS
coctapista 80 maros (40 cyt). Obuane Bogopocieil u
raprakTUKOW BbIpaXkajid B eOUHUIAX OMOMAaCChI

(B ur/cm?).
B MozIe/1 MCMOTb30BATNCE CIIEAYIOLINE TTAPAMETPBI:

£ — BpeMeHHOI1 1ar MOJEeJH, Yepe3 KOTOPHI pac-
cUuThIBaIMCH 3HaUYeHus1 P, Qu N (B cyTkax). Tak Kak
B benoM mMope moyCyTOYHbBIN NPWINBHBIIA LUK, U
pavKy MOTYT TOJBKO IBAXKIbl BEIATU B BOIY U IIepe-
MECTUTBCS MEXIY Yy4acTKaMU IpyHTa, g Ob1 BIOpaH
paBHbIM 0.5 cyT;

N, — HauanbHas buomacca Bonopocieii. Ha nuro-
panu ryosl YepHopedeHCKOT TUITMYHBIE BEJTMIMHBI
CYMMapHOIi 01MoMacchl MUKPOBOJIOPOCHEH jexXaT B
npenenax 2000—13000 ur/cm? [4, 10, 18]. OgHaxo,
YYUTHIBasl, YTO TapIIaKTUKOUABI IIPEIIIOYNTAIOT OT-
HIOOb HE caMble OOMJIbHBIE BUIBI BOOOPOCIHEH, CO-
crapistiorye 20—30% o6ieit 6uomaccsr [ 18], cpen-
HIOI0O HaYaJlbHYI0 KOHLICHTPALMIO IUINY HPUHSUIN
pasHoii 1000 ur/cm?;

7 — MaKCUMaJjbHasl CKOPOCTb POCTAa JUATOMOBBIX.
ITo tutepaTypHbIM JaHHBLIM |3, 14—16, 41], 3HayeHUsd
¥ IUISI OTAOEJIbHBIX BULOB MUKPOBOAOPOCIICH HAXOOST-
cq B nipenenax 0.5—2.2 cyr !, misga MukpodpuTobeHTO-
ca B 1esioM — nopsaka 1.0 cyr~!. B monenau ucrnosnn-
30BaJIMCh 3Ha4YeHus » ot 0.5 mo 1.5;

K — eMKOCTBb cpenbl 1151 Bogopoceii. [1oCKoabKy
B JIUTepaType HET OLIEHOK €EMKOCTU CPEIbl AJIsl PU-

POIHBIX HOITYJISIIUI MUKPOPUTOOEHTOCA, MBI MIPU-
061M3UTeIbHO olieHUIU K, cpaBHUBasi JaHHBIC IO
CKOPOCTH pOCTa IMAaTOMOBBIX BOJIOPOCJICii B KYJIBTY-
pe U B NIPUPOIHBIX yciaoBusax [14—16, 44]. IIpunu-
Masi, YTO POCT HOITYJISIIUI OIMUCHIBAETCS JIOTUCTUYC-
CKoi1 pyHKIIMei:

dN _ ( N)
— = ruaxNV |1 —=|,
dr M K

MOJIy4yaeM, 4To HabJonaemMasi CKOpOCThb POCTa Fopg =
=rwuax(l — N/K); otkyma mnonaydyaem: K/N =
= rvax/ (Pmax — Fops)- VICTIOIB3YS 3TO COOTHOLIIEHUE,
Mbl TIOJyYWJIM, UTO HabjomaeMasi B IIpUPOMAE YUC-
JIEHHOCTb, KakK IIpaBwio, B 1.5—6 pa3 (B cpenHeM B
2.5—3.5 paza) HuXKe eMKocTu cpenbl. IloaTomy
MBI IIPUHSIIM  3TOT Auamna3oH 3HadeHuii (10000—
24000 ur/10 cM?) KaK IpUeMJIEMBII B IIEPBOM IIPHU-
OIVKeHUU IJTs1 BapbupoBaHusi K B MOJIEIIN;

P — cpennas 6uomacca paukos (ur/10 cm?). Cpen-
HsIsI cyMMapHasi buoMacca raprnakTUKOUA Ha JIUTO-
pamu ryoel YepHopedeHckoil coctaBisieT 2500—
3500 ur/10 cm? [2, 10, 11, 18, 20]. AHaIN3 UMEIOLLUXCS
NepBUYHBIX TaHHBIX (277 11po6 2000—2013 rT.) 1ToKa-
3ajl, 4YTO pachpeieiieHde BeJIWYMH OMoMacChl rap-
IMAKTUKOWI XOPOIIIO OMUCHIBACTCS JTOTHOPMAaTbHBIM
pacripeneyieHrueM ¢ rmapamerpamu In P = 7.48 + 1.33;
MpU 3TOM CpeliHee 3HaYeHMe OMOMACChl COCTaBJISET
3253.2 + 183.5 ur/10 cm?; 310 3HaYEHUE U OBLIO MPU-
HSITO B KauecTBe 6a30BOro 3HaueHus1 P B Mozenu;

Qmax — MaKCHUMAaJIbHbIN pallMOH padyKOB B JOJIAX

oT mMacchl ocodu (cyr!). Ucnonb3ys alioMeTpuye-
CKOE€ COOTHOIICHNE MEXIy WHIWBUIYAJIbHOW Mac-
COi 1 MaKCUMAaJIbHbIM PALIMOHOM U TEMIIEPATYPHYIO
MoTpaBKy, paBHy10 0.82 1151 cCpeIHECYTOUHOM TeMITe-
paTyphl Ha MOBEPXHOCTU JOHHBIX ocaakoB +15°C [1,
3, 71, Mol onyuwu Q,.,.,, paBHOe 60% Beca ocobu [20];

BenuunHa KOHIIEHTpallMyd MOJyHAChIIEHUsS L
Bapbuposana ot 100 1o 500 ur/cM?, MOCKOJBKY, IO
JINTEPATYPHBIM JaHHBIM, CKOPOCTb MUTAHUSI FapIiak-
TUKOWJI CHUXXAETCS BIABOE MPU KOHIIEHTpALIMU MHU-

1y, B 2—5 pa3 MeHbIIeli MaKCUMaJIbHOTO paliMoHa
[13, 17, 20];

D — pamuyc murpanuii (HauOOJIbIIee KOJIMISCTBO
sYeeK, Ha KOTOpPoe 0CO0b MOXET MepeMECTUThCS 3a
OJIMH BBIXO B BoAy). B Halllem ciiyyae U3MeHSIJICS OT
0o 6.

PacnipeneneHue pakoB U BoOOpoOCeil BU3yalbHO
oToOpakanoch Ha rpaduueckux Kaprax. Ha ocHoBa-
HUU 3TUX JAHHBIX OLIECHUBAJIOCHh “KayeCTBO KU3HU”’
XUIIHUKA U KEePTBbl — CPEIHSISI MO MOMYJISUMU Chl-
TOCTh XUIIHUKA Q/Q,.x 1 OTHOCUTEIHLHOE OOWINe
KepTB N/K. XapakTepHblii pa3Mep MsSITEH OlLICHUBAIN
pacyeToM MPOCTPAaHCTBEHHOM aBTOKOppeasiuuu Mo-
paHa, CpelHUiA CPOK CYylIECTBOBaHUS TSITHA — KOp-
pensitueit MaHtenst R(Af) (cTeneHb KOppearupoBaH-
HOCTU MEXIy MPOCTPAHCTBEHHBIM pacHipeaeieHuemM
o0MIuii yepe3 pa3Hble IIPOMEXKYTKU BpeMeHU Af).

OKEAHOJIOTUA tom 60 Nel 2020
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Puc. 1. ®a3oBblil MOPTPET TOYCUHOU MOJIEITH.

PE3VJIbTATDBI

Toueunas moaenb 0e3 murpanuii (D = 0). Jlokanb-
HOe oouine XUIIIHUKA B TaKol MOJEJIU ITOCTOSAHHO, a
IWHAMWKA TIOTMYJISIINN XEPTBEI OMUCHIBACTCS ypaB-

HEHUEM:
dN N ] [ N? j
“—=rN,|1-—|-P ——

IIpaBast yacTh 3TOro ypaBHEHUSI SKBUBaJICHTHA
MHOTOYJIeHY 4-0i1 cTerneHr oT N 1 B o0llEeM ciyJae
MMeEET TPU MOJIOKUTENbHBIX KOpHS. ClieqoBaTeIbHO,
B ccTeMe 0e3 MUTpallii MOT'YT CYILIECTBOBATh 3 He-
TPUBUAJIBHBIX PABHOBECHBIX COCTOSIHUS (IIPU KOTO-
pbix dN/dt = 0), moKa3aHHbBIX Ha puc. 1.

Touku paBHoBecus | u Il gBASTIOTCS yCTOMYUBBI-
MU (aTTPaKTOphl), B TO BpeMs Kak paBHoBecue 111 —
HeycToiiyuBo (penesiep). B obimactu paBHoBecus |
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Puc. 2. 3aBUCUMOCTb OMOMACChl BOOOPOCIeii (B IIPOLIeH-
TaX OT eMKOCTHU cpenbl K) B paBHOBeCHBIX Toukax I, II n
111 ot emxocTu cpenst K (r= 1.2, L = 1200).

OKEAHOJIOTUA tom 60 Nel 2020

HaOMIOJaeTCsI CUTyalldsl YCTOMYMBOM ITepPedKCILIya-
taruu (overgrazing, [36]): YMCIEHHOCTh MPOIYLIEH-
TOB KpaliHe Majla U He MOXET BO3pacTu, TaK Kak
TOJIOOHBIM XUITHUK BHIEJAET UX IMIPAKTUIECKH I10JI-
HocThI0. PaBHOBecue Il — “OmaromoiydHoe” cocTosi-
HUE, TIPYU KOTOPOM OOUJTE BOAOPOCIIEit CpaBHUTEILHO
BBICOKO, a palliOH PaKOB IIPUOJIKACTCSI K MaKCH-
MmaibHOMy. Touka II1 — HeycTOluMBOE paBHOBECHE,
OTKyJla CUCTeMa ITPU MaJibIX BO3MYILEHUSIX TTepeiiaeT
6o B Touky I, 1160 B Touky II. IIpu orcyrcrBUM
MUIpalMii CUCTEMA, MOIAB B OOHO M3 YCTOMYMBBIX
paBHOBecHii, 00JIbIlle HE MOXET IMTOKUHYTH ero.

Hanee Mbl HUCCIIENOBAIM 3aBUCUMOCTh ITOJIOXE-
HUI paBHOBECU OT pa3IMYHbIX TapaMeTPOB, a YacT-
HOCTH, OT eMKocTH cpenbl K (puc. 2). Ilomoxenue
paBHOBecusl I He 3aBUCUT OT €MKOCTU CpPEAbl, IMO-
CKOJIBKY YMCJIEHHOCTb XKEePTB YAEePXKUBAETCS XUIITHU -
KOM Ha HU3KOM ypoBHe. CyllleCTBEHHO, UTO MPU He-
KOTOPOM KPUTHUYECKOM 3HaUeHUU K TOUKU paBHOBeE-
cug I u Il cmuBaroTcst B omHy. [1pu eMKoOCTH cpeibl
HUXe KPUTUYECKOU MTPOUCXOAUT (Hha30BbIi KoJlIarc
C €JMHCTBEHHBIM YCTOMYMBBIM PABHOBECUEM B CO-
CTOSIHUM OBepTpei3nHra.

Takum obpazoM, B “TOYeYHOI” MOAeIU KOHEU-
HOE COCTOSIHUE CUCTEMbI OJJHO3HAUYHO OIpeessieTCs
3HAYEHUSIMU TMapaMeTpoB. MOXHO TPEeaNnoJOXUTh,
YTO HAJIMYME MUTPALIMii TTIO3BOJISIET CUCTEME B TOUKE
“IIepecKoYnTh” 4Yepe3 IpaHUIly HEyCTOMYMBOCTU B
obmactu paBHoBecus III u Takum obpazom niepeiiTn
u3 paBHoBecus I (cocTosiHUSI oBeprpeii3nHra) B 0Jia-
rOMNoJIy4HYIO 00JIacTh paBHOBecus 11 miam Ha060pOT.

IIpocTpancTBenHo-oaHOpoAHAA 10 K Moaeb ¢ Mu-
rpamusiMi. B 5TOM BapmaHTe MOIEIN EMKOCTD CPEIbI
JIJISI KEePTB 3aJaBajlach OJMHAKOBOI BO BCEX TOYKAX
MpoCTpaHCTBAa. MBI MpoaHaJIU3UPOBAIM 3aBUCH-
MOCTb CPEIHEN IO TOMYJISILUU CHITOCTH XWIIHWKA
(Q/ Q1) 1 00UIHS XepTB (N/K) OT TapamMeTpoB MO-
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(a) Harpacticoids

(0) Diatoms

Puc. 3. Paspacranue “30HbI rojiona” (a) — rapnakTuKouabl, (6) — Bogopocin). TeMHO-cepbIM LIBETOM 0003HaYeHa 06J1acTh
BBICOKOM TUTOTHOCTH OPTaHU3MOB, CBETIIO-CEPBIM — HM3KOM. Ha prcyHKke (a) BUaHa BOJIHA BRICOKOM IJIOTHOCTH TapIiaKTHKO-
W1, YXOISIIMX U3 TOJ0AHOM 30HEI. Ky = 18000, »= 1.0, L =700, D = 4.
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Puc. 4. 3aBucnmocts cpenHero paunoHa ocoon O/ O
OT EMKOCTH CpeJibl UIs1 )KepTB K st cucTeMbl 6e3 MUTpa-
it (D=0)unpu D=4;r=1, L =1200.
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Puc. 5. 3aBucuMocTb cpenHeit Gruomacchl Bogopocieii (B
nporeHTax oT eMKocTu cpebl K) ot Knpu D=0u4;r=1,
L =1200.

JIeJIN — EMKOCTHU CPeibl 1151 3KepTB K U UX penpoayK-
TUBHOTrO moTeHLuana r. [1pyu peanuzaluu JaHHOTO
BapuaHTa MOJEJIM BBIPAKEHHOU MTPOCTPAHCTBEHHOM
HEOOHOPOTHOCTH He Habmomamochk. MckimroueHue
COCTaBJISIET SIBJICHUE, KOTOPOE MOXHO Ha3BaTh “30-
HOI TroJjiofa”: 1mocjie TOro, Kak cucteMa HEeKOTOpoe
BpeMsl KOJIEOJIETCS OKOJIO HEYCTOMYMBOTO paBHOBE-
CHUSI, TIOSBISIOTCS ITISITHA YCTOMYMBO HU3KOM OMO-
Macchl Bogopocieil (obiactu paBHoBecus 1), 1io-
1IaJb KOTOPBIX HEYKJIOHHO pacteT. [Ipu aTOoM rap-
MaKTUKOUIBI, YXONSIIUe W3 TOJOAHOI o00JacTu,
KOHIIEHTPUPYIOTCSl Ha €€ TpaHulle U, Bbledas 3/IeChb
MUIIY, CIIOCOOCTBYIOT TEM CaMbIM PacIIUPEHMIO “TO-
nomHoit 30HBI” (puc. 3). CocTostHUE ITOMYJISILINIA
XUIIHUKA U XEPTBbI OLIEHUBAIOCH B KOHIIE IIUKIIA,
MOCKOJIbKY B HEYCTOMYMBOM DPaBHOBECUU CHUCTEMa
MOXET HaXOAWUThCS JOCTATOYHO AOJTO.

M3 puc. 4 u 5 BUAHO, YTO TPU BHICOKMX 3HAUECHUSIX
napameTpa K, T.e. IpU BBICOKON TMPOAYKTUBHOCTHU
MUILIEBOTO pecypca, MUTpallMy Aal0T paKaM CTOKoe,
XOTSI U HE€ CIMIIKOM OOJIbIIOE MPEUMYIIECTBO B
YCJIOBUSIX MUTaHUS (B CpelHEeM IO MOMyJsiuuu S5—
10% pauumona). CpenHee 1Mo MPOCTPAHCTBY OOMIIME
XepTB N TakxKe HECKOJIbKO BHIIIE, €CJIM B CUCTEME
MPUCYTCTBYIOT MUrpaiuu. [Ipu 3TOM CHekTp ycio-
BUi1, B KOTOPBIX PakK¥ MOTYT OJIarOMOJy4YHO CYIIIe-
CTBOBaTb, C TIOSIBJIEHMEM MMUIpalLMii CyXXaeTcs.
B oTcyTcTBUE MUTrpaluii, 3a c4eT UCXOOHO HEOTHO-
POIHOTO paclpeiesieHUs] pakoB OAHU SYEUKU MpU-
XOIAT K paBHOBeculo I, npyrue — K paBHoBecuio 11,
YTO B 1LI€JIOM JAaeT JOBOJIbHO BBICOKME 3HaUeHUsI Q u V.
C mosIBJIEHMEM XK€ MUTpalMil “30HBbI rojiofga” HEeUu3-
OEXHO pacCUIUPSIIOTCS, U BCS CUCTEMa MPUXOIUT K
COCTOSIHMIO OBeprpeiiauHra. B ciydyae 3aBucuMocTu
OT CKOPOCTH POCTa XKEPTB 7 pe3yJIbTaThl TTOJYYUINUCH
CXOXMMU: MUTPpAIIUM TaKXKe JaBajd pakaM HebOOJb-
1110€ TIPEUMYIIECTBO MPU BICOKUX 3HAYEHUSIX ITOTO

OKEAHOJIOTUA tom 60 Nel 2020
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mapaMeTpa, HO IIPUBOAWINA CHUCTEMY B COCTOSIHUE
OBEPrpeM3uHra MNpu HU3KUX.

IIpocTpancTBeHHO-HEOAHOPOAHASA MO K Mojesb C
murpanusamu. B cienyloriem BapuaHTe MOAEIU Mbl
BBEJIN B CHCTEMY HEOTHOPOIHOCTD CPEIBI IIJIST IIPOITY -
meHToB. Cpena pasaeiieHa Ha KBaIpaTHbIE y4acTKHU
pa3MepoM 5 X 5 gueek, B IIpeaesiaX KOTOPbIX EMKOCTb
cpensl s Bomopociieit K omWHaKOBa, TIPU 3TOM
MeXIy KBagpaTaMu K M3MeHsIeTCs CITydaifHBIM oOpa-
30M B uHTepBaje oT Kj/2 1o 2K,. AHaI13 NpOBOAWIN
aHAJIOTUYHO MPOCTPAHCTBEHHO-OTHOPOITHON Moje-
JIM, C TIOCTPOCHWEM 3aBUCUMOCTH paIlOHa TapIiak-
tukoun Q (B % ot Q,,,,) U cpenHeit 6uomaccol AMATO-
MOBEIX N (B % oT K) oT cpemHeit eMKOCTH cpenbl K 1
CKOPOCTH JIEJICHUST BOTOPOCTIEH 7.

INpexne Bcero 6bLIa MTpoOaHAIM3MPOBAaHA 3aBUCH -
MOCTb COCTOSIHUSI CUCTEMBI OT pagnyca MUTrpauuii D.
Murpauuy Ha MaJjible pacCTOSTHUSI OKa3hIBalOTCS He-
BBITOOHBIMU, TTOCKOJIBKY JIMIIb YCKOPSIIOT PacIIpo-
cTpaHeHUe “30H rosoga”. OmHAKO IIPU JOCTATOYHO
BBICOKOM MOABYKHOCTH (D 2> 5, T.e. Korma npeaeiib-
HBI paguyC MUTPALIMii OLIYTUMO IIPEBHIIIACT pa3-
Mep NPOCTPAHCTBEHHON HEOTHOPOIHOCTH CPEIbI)
CHOCOOHOCTh PaKOB K MUTPALMSIM JAeT OLYTHUMBbIi
BBIUTPHIII KaK JJIs XMITHUKOB (pUC. 6), TaK U IJIs IO~
MyAsSIUUu 3KepTB. CXOKKMe pe3yIbTaThl ObLIN MOTyYe-
HBI U JUISI IIPOCTPAHCTBEHHO-OJHOPOIHON MOJIE/IN.
B ¢Bs131 ¢ 3TUM MBI IPOAHATU3UPOBAIIN CUCTEMY TP
Tpex BeJnYnHax paguyca Murpauuii: D=0, D=4 mn
D = 6. B aTOM BapuaHTe MOJEM MUTPALIMA TaKKe
CYXaloT CIEKTP YCIOBUI1, B KOTOPBIX CUCTEMA MOXKET
CYIIIECTBOBATh 0e3 oBeprpeii3uHra, Ho B OJlaronpu-
SITHBIX YCJIOBUSIX JAIOT paKaM 3aMETHBII BEIUTPHIII B
CpemHell BemnunHe palyoHa — okono 17% (puc. 7 u 8).
Ilpu sTOM MUTpalu OOJBILErO pamuyca, Kak U
Mpeanojarajioch, yBeIUYMBAIOT 00JIAaCTh 0OJ1arormo-
JIYYHOTO CYIIIeCTBOBAHMS CUCTEMBI.

st TOrO, 4TOOBI O0JIee AeTaIbHO NPOAHATIN3UPO-
BaTh Cy>KEHHE CHEKTpa yCIOBUii, IIPU KOTOPHIX MO-
XKET CYILIECTBOBATb MOJAEIb C MUTPALIMSIMU, MBI I1O-
cTpowtn (a3oBbIe ITOPTPETHI TOUYEYHOM MOAEIN U
MIPOCTPAHCTBEHHON MOMAEIU C MUTpalusIMu U 0e3
Hux (puc. 9 n 10). Obyiacts mapaMeTpOB, TIPU KOTO-
PBIX MOJIEIb C MUTPALIMSIMU MOXKET CYIIIECTBOBATh B
paBHoBecuu II, 3HAaUMTEIBHO YK€ IO CPpaBHEHUIO C
TOYEUHOI Moneablo. OIHAKO B ATOM 00J1acTu s4eii-
KM, HaXOIsIIMecs B paBHOBecuu I, 3a cueT Murpanmii
MMEIOT IIAaHC “TIepecKOYMTh”’ depe3 TpaHUIy U
npuiitu B paBHoBecue I1. biarogapst aTomy B mTaHHOM
00JIaCTH IIPOCTPAHCTBEHHAsI MOJIEIb C MUTPALIUSIMU
MMeEET 110 CPaBHEHMUIO C MOJIEJIbIO 0€3 MUTpalinii Ipe-
MMYILIECTBO MO MUTAaHUIO XUITHUKA Q U HECKOJILKO
MEHbIIIee — IO OOMJINIO KEPTB V.

XapakTepHble pa3Mepbl H BpeMeHA NPOCTPAHCTBEH-
HO# HeOTHOPOAHOCTH. UTOOKI OILIEHUTH XapaKTep IIPo-
CTPaHCTBEHHOIO pacIipe/ie/ICHUsI OpraHu3MOB, ObUIN
MOCTPOEHBI aBTOKOppeaorpaMMbl MopaHa 1jis1 obe-
ux nomyisauuit (puc. 11). Ias Bomopocieit cpeaHmnii

OKEAHOJIOT U4

ToM 60 Ne 1 2020
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Puc. 6. 3aBucumocte Q/Q,ax 0T D; K= 20000, r = 1.0,
L = 1400.
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Puc. 7. 3aBucumoctb O/ Q. OT K U151 IPOCTPaHCTBEHHO-
HeoaHopoaHou Moaenu ipu D =0;4u 6; = 1.0, L = 1400.
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Puc. 8. 3aBucumoctb N/K ot K 1151 IpOCTpaHCTBEHHO-HE-
onHopoaHo mogenu mipu D = 0;4 u 6; r= 1.0, L = 1400.
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Puc. 9. ®azoBble MoOpTpeThl (PaBHOBECHBIC 3HAYCHUS
6uomacchl Bomopociieir N/K) mist TouedyHoir Momenud u
IPOCTPAHCTBEHHO-HEOTHOPOIHOM Moaeu ipu D =0 u 6;
r=1.2, L =1200.

pa3Mep IISITHA, OLICHEHBII KaK OUCTAaHLIMS CMEHBI
3HAKa aBTOKOPPEJISLINU, COCTaBIIIET OT 14—16 sueek
npu D = 4 1o 20—22 syeek nipu D = 6; 1151 paKoB —
mopsiika 5 g4yeek IIpU JTI000M paguyce MUTpaIMid.
Ilpu sTOM O BOmopoceit HaOIIOgAeTCsT OTpHUIIa-
TeJIbHAasl aBTOKOPEJUISIIMSI Ha IUCTAHIMSIX CBBIIIE
50 s19eek, TO €CTh UX IJIOTHOCTb MMEET TEHACHIINIO
pasIUYaThCd Y IPOTUBOIOJIOXHBIX KpaeB most. MH-
TepPECHO, 4YTO XapaKTEepHBIM MaciuTab IIpoCTpaH-
CTBEHHOII HEOTHOPOIHOCTHU IJIsI TTOABUKHOTO XUIII-
HHKa COOTBETCTBYET 3aJaHHOMY MacIlTaby HeOIHO-
POIHOCTHU Cpedbl (5 X 5 siueek), Torma Kak sl XKEPTB
MacmrTab HEOTHOPOOHOCTH OKAa3bIBaCTCS CYIIe-
CTBEHHO OOJIbIIIE Y 3aBUCHUT OT MOABUXXHOCTU XUIII-
HUKA.

Pacuer xoppensiumit Manrtenst R(Af), Kak Mephl
COOTBETCTBUSI IIPOCTPAHCTBEHHOI'O pacHpeae/IcHUS
0o0uMJINit B MOMEHTHI BpeMeHU f U ¢ + Af, TToKa3ajl, 4To
KapTUHa paclpeaeieHUsl pakoB 3HAYUTEJIbHO Gosee
IWHAMHWYHa, 4eM Bomopocieii. Ecnu npuHSTH, 4TO
npu R < 0.7 KapTuHa MEHSIETCS CYILLIeCTBEeHHO (boee
gyeM Ha 50%), TO BpeMs CyIIECTBOBaHUS “TISITeH”
MOXKHO MPUOJM3UTENbHO OolleHUTh B 10—20 cyT mis
Bogopocieil u 3—7 cyT IJIs1 paKkoB.

MOIleJIl) C YaCTUYHO-HANPABJICHHbBIMUA MUT'PDALIUSAAMMU.
B nanHOM BapuaHTe MPEAIoIarajoch, YTo paku, Ha-
XOHSICh B TOJIIIE BOIBI, CIIOCOOHBI OLICHUBATh KOJIM-
YeCTBO XePTB B D-0OKPEeCTHOCTHU, 1 OCeTaHUE IIPOKC-
XoauT Oojiee MHTEHCHUBHO B Hambojee OoraThIX
sJelikax (Moaeib YaCTUUYHO JIOKAJIIbHO-UH(POPMUPO-
BaHHOIO XUINHWKA). OOHAKO 3TO JOMyIIeHWE He
0Ka3aJjIo CYIIeCTBEHHOTO BIIMSIHUS Ha COCTOSIHUAE CH-
CTeMbl. BLIMTpBII paKoB B MUTAHUU U BOJOPOCJIEii B
OOMJINY MpU 3TOM BapHaHTe MUTPALIM CTAHOBUTCS
JlaXe 9YyTh MEHbIIIE.
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Puc. 10. ®a3oBbiec OPTPEThl (PaBHOBECHBIE 3HAYEHUS
pairoHa rapnakTukoun 0/ 0, ay) A1 TOUSUHON MOAETN
U TIPOCTPAHCTBEHHO- HEOMHOPOAHON Momenu rpu D = 0
u6;r=12, L=1200.

OBCYXIEHUE

OOBIYHO CYHWTAETCs, YTO Aaxe 4JacTudHasi (Jo-
KaJibHas1) MH(OPMUPOBAHHOCTb XUIITHUKA JAaeT eMY
O6e3yciaoBHOe mpeumyiiecTBo. Tak, MakHamau [34]
nokKasajl, YTO CHOCOOHOCTh K aKTUBHOMY BBIOOPY 00-
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Puc. 11. IIpocTpaHCTBEeHHBIE aBTOKOPEJLIOrPaMMbI ISt
(a) mMaTOMOBBIX Bomopocieil u (0) TaprmakTUKOUI Tpu
pa3HBIX paguycax Murpanuit D.

OKEAHOJIOTUA tom 60 Nel 2020
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raTbIX KOPMOBBIX YY9acTKOB (‘“‘cTpaTerusi moucka’)
MPUBOAUT K Ooblieil 3¢h(HEKTUBHOCTU ITUTAHUS
XUIIHUKA, IO CPABHEHMIO CO CTpaTerueil CIrydyailHbIX
HEeHaIpaBJIECHHBbIX Murpaumii. CTpaTerum IIOJTHOM
WIM YaCTUYHOU MH(MOPMUPOBAHHOCTU XUIIHUKA B
psioe Mopesieii BBOOSITCSI HA OCHOBE IIPUHIIMIIA 9BO-
JIIOLIMOHHOM onTUMasibHOCTU [5, 6, 23]. B Hamem
cliydae TIPUMEHMTEJIbHO K KOHKPETHOI cucTeme
“rapnakTUKOMIbI—INAaTOMOBBIEC BOJOPOCIIN” CTpare-
rust TH(GOPMHUPOBAHHOTO XMIIMHUKA MPEACTaBISICTCS
OMOJIOTMYECKU MAaJIONPaBIOIIONO0HO, MO KpaifHei
Mepe B YCIIOBUSIX IIPUJIMBHO-OTIMBHONI 30HBI, KOTIA
CIOCOOHOCTh XUIITHMKA K HAIIPaBICHHBIM MUTPALIASIM
orpaHuYeHa caMHM XapaKTepoOM 3TUX MUTpalUuid —
MEPUOANYECKIM C OIPAaHUYEHHBIMUA BO3MOXKHOCTSIMU
BBIOOpA HampasjieHUs. Pe3yabTaThl MOIEIMPOBAHUS
MMOKAa3bIBAIOT, YTO akKe HeHarpaBIeHHbIE MUTPALIUA
MOTYT JIaTh XMIITHUKY 3aMETHOE IIPEeUMYIecTBO. B TO
XKe BpeMs YacTUYHas JIoKajbHass MH(MOPMHPOBAH-
HOCTb XHWIIHWKA, IPOTUB OXWAAaHUI, B HaIleM
cjlyyae HE J1aeT €My CYIIECTBEHHOIO BBIMTPHIIIA.
OueBUIHO, 3TO OOBSICHSIETCS T€M, YTO, ITOCKOJBKY
pa3MeleHre Bomopocieii boyiee cTabMILHO BO Bpe-
MCHU, paKM YCIEBaIOT OTCJIEXXUBATh €I0 M3MEHEHUS
JTaXke B cJIyyae HeHaIIpaBJICHHbBIX MUTPALITIA.

Pesynbrarhl MomenupoBaHUsI IUISI  IPOCTPaH-
CTBEHHO-OJHOPOIHOI M IPOCTPAaHCTBEHHO-HEOTHO-
POIHOM Monesieii 0Ka3bIBaIOTCS CXOXMMU: B 000UX
clIydasix II0OBeJICcHHE CUCTEMbI 3aBUCHUT OT CpeIHE 110
IIPOCTPAHCTBY IIPOIYKTUBHOCTH kepTB. IIpm BricO-
KO MPOAYKTUBHOCTU U MPU JOCTATOYHOM IMOABUK-
HOCTH XMIIHMKA (Koraa IIpeaebHbINA paguyc MUTpa-
U1 OIIYTUMO IIPEBBIIIACT pa3Mep NPOCTPAHCTBEH-
HO HEOTHOPOMTHOCTU Cpedbl), €ro CIIOCOOHOCTh K
MUTpALIMSIM JTaeT HEKOTOPOE IIPEMMYIIECTBO KakK
XUITHUKAM, TaK 1 XepTBaM; TOIla KaK 1Py HU3KOM
MPOAYKTUBHOCTH MUTPALIMM JIUIIb YCKOPSIOT Iepe-
X0l K HeoOpaTUMOMY COCTOSIHMIO IIE€pe3KCILIyaTa-
muu. TakuM 06pa3om, HaIlIX IIPEAIIOTI0KEHMS O TOM,
YTO MUTPALMU NPUBOIAT K CTAOMIM3alMU CUCTEMBI
M YJIYYIIAIOT “KAa4eCTBO XKM3HU ~ XUIIMHUKA, ITOATBEP-
IVJINCH IUIIb YacTUYHO. Hanmyne Murpaimii cyxaet
CIIEKTP YCJIOBMI, B KOTOPBIX CHUCTeMa “XUIIHUK—
XKepTBa” MOXET CYIIeCTBOBaTh B HE CJIMIIKOM Ha-
MPS2KEHHOM TPO(HMISCKOM peXUMe, HO B CIydae I1e-
pexona K TaKOMY pPeXUMY, IMOBBIIIAET 3(pEHEeKTUB-
HOCTb (PYHKIIMOHMPOBAaHUS Bceil cucteMbl. CXOMHBIN
pe3yibTaT onncaH B paborte [32]: B paccMaTrpuBae-
MOIi UMU MOJIEJN TJIOTHOCTHO-3aBUCHUMBbIE MUTpa-
LY YCUJIMBAJIHU TPODUIECKIIT KOHTPOJIb XUIITHUKOM
XKEPTB, YTO B 3aBUCHUMOCTHU OT BBIOOpa MapaMeTpPOB
MOTJIO TIPUBOAUTH KaK K CTaOWIM3allMM, TaK U K Je-
CTaOMIM3alMK CUCTEMBI.

B psine padot 6b11a moka3zaHa cBs13b 3PEKTUBHO-
CTU IUTAHUS XUITHUKA ¢ MHTCHCUBHOCTBIO MUTpa-
nuii. Tak, B Momenn baccera u np. [22] mcrmonb3o0Bai-
Csl CXOJAHBI MeXaHU3M MUTrpaluii (UX 4acToTa BO3-
pacTaja ¢ yxyAalleHUeM YCIIOBUIl IMMUTAaHUS), HO MpU
9TOM IIpearoarajiach 9aCTUYHasI (JIoKajabHas) MH-
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(OopMHUPOBAHHOCTH XUIITHUKA (BO3MOXKXHOCTb BBIOO-
pa HaubOoJiee OoraToii pecypcoM STYEMKH M3 COCell-
Hux). IloBblllleHMEe WHTEHCUBHOCTU MUTpAlLMili B
9TOM MOIEIM IIPUBOAWIO K YBEIMYSHUIO UYMCTOM
cKopocTH notpediieHus nuniu. B padore [30] Obu10
II0Ka3aHO, YTO IIPU HM3KHUX CKOPOCTSIX MUIpaluid
MOITYJISILIMM B pa3HBIX IIPOCTPAHCTBEHHEBIX sTYeiiKax
CUHXPOHU3UPYIOTCS, HO IPU CKOPOCTHU, TIPEBbIIIAI0-
el HEKWI MOPOTOBBIN YPOBEHb, HaOI0mMaeTCsI 00-
JIee CIOXKHAsI aCUHXPOHHAsA AUHAMUKA. DTU Pe3yJib-
TaThl COIIACYIOTCS C HAIlMMU, KOrAa MpU OIHUX U
TeX K€ 3HAYCHUSIX ITapaMeTpoB, IIPU MaJIOM paguyce
murpauuii (D = 4) cucrtema IepexoauT B COCTOSTHIE
MepeaKCIUlyaTalluy I10 BCell IUIolanau, a pu 00Jb-
oM (D = 6) HabmomaeTcs IIUTEIbHBIN TepUo, rne-
PEeXOIHOro pexxnma (crucreMa KoJieoIeTcs BOKPYT He-
YCTOMYMBOI'O paBHOBECHSI).

HeoxumaHHBIM pe3yJIbTaTOM SIBUJIOCH TO, YTO MO-
BelleHUEe Hallleii MOIENIM OMUCHLIBAETCS PEKUMOM
TPUTITEPHOIO TUIIA, T.€. B KOHEYHOM HUTOTe CUCTEeMa
IIPUXOOUT JIMOO B COCTOSIHUE IEPEdKCIUIyaTallun C
HoNyJsSIIAe XUIITHUKA “Ha TOJIOMHOM TaiKe”, mnoo
B COCTOSIHME TPO(PUUECKOro OJarorojaydusi, Koraa
pallMoOH XUIIHUKA OJIM30K K MaKCUMaJIbHOMY. DTO
MMPOTUBOPEYUT HAHHBIM J1aGOPATOPHBIX BDKCIIEPU-
MEHTOB M TIOJIEBBIX HAOMIOAECHUII, COIIAaCHO KOTO-
PBIM (DaKTUYECKUIA pallUOH rapIIaKTUKOW, BApbUPY-
eT B IIMPOKUX Mpeaenax B 3aBUCUMOCTH OT YCJIOBUI
nutanus [ 13, 35]. CoryracHo HallIMM JaHHBIM, peajlb-
HBII1 palluOH padykoB Ha Jtopaiau benoro Mmops co-
craBistn B cpenHeM 40—65% oT MaKCUMAaJIbHOTO.
Bo3MoxxHO, 3TO OOBSICHSIETCSI TEM, YTO B peajlbHBIX
YCJIOBUSIX CUCTEMa HAaXOOUTCS B IIEPEXOTHOM PEKM-
Me, KOJIEOJISICh B KaXKI0M TOUKe MTPOCTPAHCTBA, HO He
JIOCTUTasl yCTOMYMBOIro paBHOBecHsi. He nckioueHO
TaK:Ke, YTO TaKOE PacXOXKICHMHE C peaJlbHBIMU JaH-
HBIMU OMpeeIvII BEIOOP BUAA U TapaMeTPOB TPOohu-
4eCcKOil (pyHKIIMM B MOJIEIIH.

HUctounuk (puHancupoBanusa. PaboTa BhITIOTHEHA
nmpu  ¢uHaHCOBOM momaepxkke PODPU (rpanThl
Ne 17-04-00337 u Ne 18-04-00206).
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Modelling of Spatially Distributed Predator-Prey System
with Periodically Migrating Redator (Case Study
of the White Sea Intertidal Harpacticoids and Denthic Microalgae)

E. A. Smirnova‘, A. 1. Azovsky* % #

4 Faculty of Biology, Moscow State University, Moscow, Russia
bShirshov Institute of Oceanology, Russian Academy of Sciences, Moscow, Russia
#e-mail: aiazovsky @mail.ru

The time-continuous, spatially discrete “motile predator—immobile prey” model was developed to describe
interactions between harpacticoid copepods and benthic microalgae in the intertidal zone. Harpacticoids
executed periodical and nondirectional migrations, their local intensity was trophic-dependent, related to
the ratio of real to maximal food consumption rates. The point (non-spatial) analog of the model has three
nontrivial equilibrium states, two of which are stable: one corresponds to overgrazing (permanently low
abundance of prey controlled by hungry predator); the second one is “welfare” (well-fed predator and re-
source-limited prey). Simulations show that in spatially-distributed model with close-to-real parameters’
values, two regimes can realize, either total overgrazing, or persistent heterogeneous dynamical regime
with short-existing patches of both populations, similar to that observed in nature. Predator’ ability to mi-
grate narrows the “welfare” domain in parametric space, but increases the trophic efficiency of the system:
in this domain, both average prey abundance and average consumption rate for predator are higher than
without migrations. The migrating gain is larger in spatially heterogeneous (for prey) environment.
Assumption of local awareness of predator (preferred migrations toward high abundance of prey) has no

significant effect on the system state.

Keywords: modelling, predator-prey, migrations, dynamics, spatial heterogeneity, harpacticoids, microphy-

tobenthos
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