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I'maBa 1. BBEJIEHUE

1.1. AKTyaJIbHOCTD

AKTYyaJbHOCTh UCCICAOBAHUS TUHAMUYECKUX PEKUMOB M TPEICKA3yEeMOCTH
HEPETYJSIPHBIX ~ KOJIOaHWSI — MOMYJISIIMOHHOTO  OOWJIMA  THAPOOMOHTOB B
3HAUYUTEILHON Mepe CBsS3aHa C BO3PACTAIONIMM AHTPOIOTCHHBIM BIUSHUEM Ha
X)uByI0 mipupoxay. [lIupokoe mpumMeHeHne MUHEPATBHBIX YAOOPEHUI B CEITHCKOM
XO3SUCTBE TMPUBOAUT K YBEJIMYCHHUIO OWOTCHHOW HArpy3Kd Ha MPHUPOIHBIC
BOJOEMBI, YTO, B CBOIO O4YEpEIb, MOXET MPUBOAUTH K IBETCHHIO BOJOEMA WU
3aMOpPHBIM SIBJICHUsSM. Kpome TOro, XO3sIMCTBEHHAsT NEATEILHOCTh YEIOBEKa
3HAYUTETHFHO YCUJIMBAET MACIITa0bl U MHTEHCUBHOCTb OMOJIOTMYECKUX UHBAa3UH —
HaTypaju3aluil BUIOB, U3HAYAJIBHO HECBOWCTBEHHBIX IJAHHOW »sKocucreme. Bo
BCEM MUpPE WHBA3WUBHBIC BHJIBI €KErOJTHO HAHOCAT yuiepO Oosee 1,4 TpiH. mOMII.
CHIA (Ullrich, 2017). HeobxoaumMoii SBIsIETCA W PETyJIUpPOBaHUE BBLIOBA PHIOKI, B
ToM unciae — 6oprba ¢ OpakoHbepcTBOM. Exkeromnsiii 00bEéM OpakoHbEpCTBa B
Poccuu onenuBaercs B 18 mwmmmapaos pyOneit (Kpeumap, 2013). OtaenbHo
MOXHO  BBIJCIHTH  TJ00aTbHOE  M3MEHEHHE  KJIMMaTa, MMEIOMET0 U
HEMOCPEJICTBEHHOE BIIMSAHUE HAa IKOCUCTEMBI, M PACIIUPSIONIETO0 BO3MOXKHOCTHU
pacnpocTpaHeHusl BUJIOB 3a MpeJieibl CBOMX TpaaulnoHHbIX apeanoB (Cheng et al.,
2017). Hannbie mpobimeMbl TpeOyIOT CEPhE3HBIX HCCICIOBAaHUNA B 00JIacTH
MOMYJISIIUOHHON JUHAMHUKH, B YaCTHOCTH — C IIEJIbIO OIICHKU TMPEJCKa3yeMOCTH
KOJIEOaHUI MOMYJIAIIMOHHOTO OOMITHSL.

UccnenoBanne  AUHAMUYECKUX ~ PEXKUMOB M TPEICKA3yeMOCTH
NOMYJISIUMOHHON JTMHAMUKHU SIBJSIETCS OJHOM M3 BaXXHBIX 3aJlad COBPEMEHHOMU
skosornu. B Hacrosimee BpeMst pa3paOOTaHbl MOJAETH Pa3jIMYHOTO YPOBHSA
neranuszaruu  (Ricker, 1954; Beverton, Holt, 1957; Medvinsky et al., 2001;
Turchin, 2003; Caplat et al., 2008; Upadhyay et al., 2010), omucsiBaromme
pa3TUYHBIC PEKUMBI MOMYJISIIMOHHON NTWHAMHUKHU: CTAIIMOHAPHBIN JUHAMUYCCKUAN
PEXKUM, PEKHUMBI PETYJSPHBIX M XaOTHYECKUX KojebaHuil. Bompoc peanuzamnmu
TOTO WJIW WHOTO JWHAMHUYECKOTO PEKHMMa B NMPUPOJIHBIX MOMYJISAIHUSIX OCTAETCS

OTKPBITBIM. B IEPBYKO 04YCPCJAb 3TO CBA3aAHO C HCAOCTATKOM AJAHHBIX ITOJICBBLIX
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HAOJIFOZICHUIT M BBICOKMM IPOLEHTOM CTOXaCTHYECKOM KOMIIOHEHTBI B JaHHBIX
(Perry et al., 2000). He MeHee BakHBIM BOMNPOCOM JJISI pa3paOOTKH CTpaTerui
pPalMOHAIIBHOIO MPUPOJIONOJIb30BAHUS SABIISIETCSI BBISIBJICHUE W HUCCIEI0BAHME
(GhakTOpOB, BIUSIONINX HA MPEACKA3YEMOCTh JMHAMUKH MOy JISIIHA.

1.2. e padOTHI 1 OCHOBHBIE 321a41 UCCICA0BAHUSA

OcHoBHast 1enb pabOThl — WCCJICAOBAHWE JIHUHAMHYECKUX PEKUMOB H
(bakTOpoB, BIMIONIUX HA NIPEICKA3yEeMOCTh JUHAMUKHU TOMYJISINI, B YACTHOCTH —
HA TNpuUMepe MNonyJauuid TruApoOuoHTOB. C 1LENbl0 BBISIBICHUS Oa3UCHBIX
MEXaHU3MOB JIMHAMHUKM MONYJSIMUHA TUAPOOMOHTOB Hapsay € METoJaMu
HEJIMHEHHOr0 aHaIn3a BPEMEHHBIX PSA0OB B pab0OTE HUCIOJIb30BaHbI KaK U3BECTHBIE,
TaK U OpUTMHAJIbHbIE MATEMATUUYECKUE MOJIEIH.

JIist 1OCTWKEHUS yKa3aHHOW BBINNIE IeMW B paboTe ObUIM TOCTABJICHBI U
pelaiuch Cleayromme 3a1aun:

1. HccnenoBarh CTeNeHb XAOTHYHOCTH U MPEICKA3yeMOCTh KOJIEOAHMIA
OoroMacchl (PUTOIIIAHKTOHA W 300T1IaHKTOHa HapouaHckux 03€p, OCHOBBIBAsCH Ha
JAHHBIX ~ MHOTOJIETHETO  MOHUTOPUHIA,  MPOBOJAUMOIO  COTPYAHHKaAMU
benopycckoro rocy1JapCTBEHHOTO YHUBEPCHUTETA.

2. HUccnenoBarh BIMSHUE CHUXKEHUS aHTPOIIONEHHOW HArpy3Kd U MHBA3HH
MoJuTiocKa-punbTpaTopa Dreissena polymorpha Ha nuHaMuKy (QUTOIUTAHKTOHA
Hapouanckux 03€p.

3.  MHUccnenoBaTh  BIMSHHE  CTPYKTYPHUPOBAaHHOCTH U (pakTopa
LEJIOYUCIEHHOCTH MONYJIALMNA Ha MIPEACKAa3yEMOCTh UX TUHAMHUKH.

1.3. Hayynast HOBU3HA

B pabote npeacrapieHsl ciae1yone HOBbIE Pe3yJIbTaThl:

1) Junamuka ¢QuTorIaHKTOHA W 300IUIaHKTOHA Hapodanckux 03€p
SBIIIETCSl XaoTW4ecKoW. JluHamMuka (UTOIIIAHKTOHA XapaKTepU3yeTcs Kak
MUHHAMYM JBYMSI CTETICHSIMUA CBOOOIBI.

2) CoOcTBeHHasi NUHAMHKA TOMYJSIIUNA ¢ Y4€TOM HUX LETOYHUCICHHOCTH
MOXXET OOyCIIOBIIMBATbCS KOHKYpEHUMEH Mexay arTpaktopamu. Ilpu sTOM

MOoMmyJIIMUOHHAA  JTUHAMHWKA  SABJIACTCA pCFYHHpHOfI Ha TIMIPOAOJIKHUTCIIbHBIX
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BPEMEHHBIX MHTEpPBaJaX, OJHAKO HA MEHBIIUX 10 CPAaBHEHUID C 3STUMHU
MHTEpBaJIaMH OTPE3KaxX BPEMEHHM TaKasi JMHAMHUKA MOXKET ObITh XaOTUYECKOM.

3) OuporeHHble (PaKTOpbl MOTYT SBIATHCS NPUYMHON HAOJIOJAEMBIX B
OPUPOJIE JIONTONEPUOINYECKUX (C TEpUOJIOM B JECATKU JIeT) KoJeOaHui
YHCJICHHOCTH MOMYJISIIUU PHIO.

4) Murpanuu  pel0  MeXAay ~OuMoTOmamMM  MOTYT  HWHHUIMHUPOBATH
JeCTa0MIN3AINI0 Xa0THUECKUX PEKUMOB.

5) CHmwxeHue OHMOT€HHOW HArpy3Kd Ha O3EPHYI0 DKOCUCTEMY Hapsay C
OMOJIOTUYECKON HMHBAa3WEW APEWCCEHbl MNPUBEIM K YMEHBIICHHIO KOPPEISLUU
MEXAYy KOJCOAHHSIMU KOHIUEHTpAMK XJopoduiia a B KaXIAOM U3 03€Ep
HapouaHcko¥ rpyIisl.

1.4. HayyHo-npakTH4YeCcKO€ 3HAYEeHHEe PAadOTHI

[Tonyyennsie B paboTe pe3yiabTaThl MOTYT OBITh TOJIE3HBI IS
MHTEPHPETALNN JAaHHBIX MOHUTOPHUHIa BOAHBIX IKOCUCTEM. PazpaboTaHHOE B X0/1€
BBITIOJIHEHUS PAOOTHI TPOrpaMMHOE 00€CTIEUeHNE MOKET OBITh UCTIOIB30BAHO IS
UCCJIEIOBAHMS JAMHAMUKA M YHMCICHHOM OLIEHKH MNPEICKa3yeMOCTH JIUHAMHKU
MOITYJISALIN M.

1.5. OcHOBHBIE OJI0KEHNSI, BLIHOCHMbIE HA 3aIIIUTY.

I. [IpenckazyeMoCTh JUHAMUKH HOMYJISLHUOHHOTO OOWIIHA C Y4ETOM
LEJIOYUCICHHOCTH  MONYJSIIMA ~ 3aBUCHUT  OT  KOHKYPEHIMH  MEXIY
COCYLIECTBYIOLIUMHU PETYJSIPHBIMU JUHAMUYECKUMU PEXKUMaMHU, KOTOPbIE MOTYT
IPEACTABIIATh COOOM MEPUOAHUECKYIO PENPOAYKIIMIO Xa0OTUYECKUX YUaCTKOB.

2. JluHaMu4ecKue XapakTepUCTHKUA aTTPAKTOPOB, XaPAKTEPU3YIOIIUX
KOJeOAaHUs] YHUCIEHHOCTH TOMYJISUUNA pPbIObI, CYHIECTBEHHO KOHTPOJHUPYIOTCS
IpoleccaMy MHUTpalil B HEOJHOPOAHOM cpelle OOUTaHus, a TaKKe CKOPOCThIO
pOCTa 300IJIaHKTOHA.

3. XaOTHYECKUN aTTPAKTOpP ONPEAEISIET TOPU30HT IPEICKA3yeMOCTH
r1aHkToHa Hapouanckux 03€p.

1.6. Anpodanust padéoThI



OcHOBHBIE  pe3ynbTaThl  pabOTHl  OBUTM  TIPEACTABJICHBI HA  PSAC
koHpepenuii: XII MexaynaponHas HayyHas IIKOJIa-KOH(EPEHIUS MOJIOIBIX
yuenblx «buonorms — Hayka XXI Beka» (Ilymmuno, 2008), AxryanbHble
npo6nemsl 6noskonoruu (Mocksa, 2008), Jkonorusa. IkoHomuka. Mudopmaruka.
(PoctoB nHa [lony, 2010), Marematuka. Kommnberotep. OO6pazoBanue (IlymuHo,
2009; y6na, 2014, 2016), CyuacHi npobnemu Hayku Ta ocBiTH (Xapkis, 2014),
OkcnepuMeHTallbHass U Teopetudeckas oOwodusuka (Ilymmno, 2009, 2015), V
Coe3n O6uoduzukoB Poccum (PoctoB Ha Jlony, 2015), O3épHble 3KOCUCTEMBI:
OMOJIOTMYECKHUE TPOLECChl, AHTPOIOreHHas TpaHchopMalus, KadeCTBO BOJbI
(Munck, 2016), DOkomoruueckas Oe3onmacHocTh peruoHa (bpsack, 2016),
Marematudeckoe mopenupoBanue B dkonoruu ([lymmumuo, 2009, 2017), 11th
European Conference on Mathematical and Theoretical Biology (Lisbon, 2018),
[IpecHOBOIHBIE IKOCHUCTEMBI — COBpeMeHHbIE BbI30BHI (MpkyTck, 2018).

1.7. Ily0smmkanum mo TeMe auccepramumn

[To pesynpTaTam auccepTallMOHHOW paboThl omyOnukoBaHO 30 TEYATHBIX
paboT, B ToM uuciie 14 crareit.

1.8. ®unancoBasi mnoagep:kka. Pabora BeImoigHeHAa TpH (HHUHAHCOBOU
noaaepxke rpantoB PODU Ne 17-04-00048 a, Ne 16-31-00403 mon_a, Ne 11-04-
00149 a.

1.9. CtpykTypa u 00b€M AUCCEpPTAIIAN

Jucceprauust coctouT u3 4 rnaB, 3 NPUIOKEHUHM M cOAepkuT 224
cTpanuibl, BKItoyas 10 Tabmun u 49 pUCYHKOB, a TakKe CIHCOK LUTUPYEMOU

JIUTEepaTyphl U3 327 HAMMEHOBAHUS.



I'masa 2. Ob30P JIMTEPATYPBI

2.1. Beenenmue

YuclieHHOCTh NOMYJSALIMKA MOABEPKEHA MHOXKECTBY BIMAIOIIMX Ha HEE
dbakTopoB, Ojaromaps 4eMy OHa MOXKET 3HAUMUTEIIbHO HM3MEHAThea. KoneOanus
YUCJIEHHOCTH 3a4acTyl0 MMEIOT CE30HHBIA Xapakrep. UMCIEHHOCTh MOMYJSUUN
HEPEJKO CYIIECTBEHHO MEHSAETCS B PA3JIMYHBIX YacTAX apeajla U B PA3IUYHBIX
DKOJIOTMYECKMX 30HAX, OHA 3aBUCHUT OT B3aMMOJEUCTBUS C JPYTMMHU BUIAMHU U
YeJIOBEKOM, OT MHUIpPAlUil, KOTOpbIE TaKXe€ HMEIOT CE30HHBIM, TPOPUUYECKUM,
UPKaJHbIN WK reorpaduueckuii xapaktep. C Ipyroil CTOPOHBI, B 3aBUCUMOCTHU
OT YCJOBUH, B KOTOPBIX HAaXOAUTCA MOMYJSALUSA, YUCICHHOCTbh MEHSETCS IO
pa3HbBIM 3aKOHaM — OHA MOXET OBITh MOJBEPKEHA SKCHOHEHIMAIbHOMY WM
JIOTUCTUYECKOMY  POCTY, PEryJsipHbIM WM HEPEryJISpHBIM  KOJICOAHUSIM,
3aKOHOMEPHOCTM M3MEHEHUS YUCJIEHHOCTM OJHOW MOMYJIAIUU  3a4acTylo
CYIIECTBEHHO BIIMAKOT HAa 3aKOHOMEPHOCTH HW3MEHEHMS YMCICHHOCTH JPYyrou
MOMYJISIIAY, CBI3aHHOM C HEM TPOUUECKUMH WIIM KOHKYPEHTHBIMU OTHOIICHUSIMU
(McLaren, 2017).

3HaHUA O YUCICHHOCTH MOMYJISUUNA U €€ U3BMEHEHUN OYE€Hb BaXKHbI KaK s
IJIAHUPOBAHUS TEKYILEH XO3SMCTBEHHOM IEATEIbHOCTH YEJIOBEKAa, TaK W s
CTPaTErM4eCcKOro MPOTHO3MPOBAHUSA HW3MEHEHMH B OKPYKAIOLIEH HAC IPHUPOJIE.
UpesBbIuaifHO BakHa HWH(OpMaIMs O YHCICHHOCTH >XUBOTHBIX W PACTCHHM,
3aroTaBJIMBAEMBIX COOTBETCTBYIOIIMMM OTPACISIMH NPOMBINUIEHHOCTH — IS
ppIOOTIOBCTBA HEOOXOAUMO 3HATh YHUCIEHHOCTh pbiObl (Beverton, Holt, 1957;
Caughley, 1994), nyist 3ar0TOBKH JICKAPCTBEHHBIX PACTCHUN HEOOXOAMMO 3HATh UX
YUCJIEHHOCTh B IIpEleNIaX TeX WM WHBIX YacTeW apeana npouspacranus. s
CEJIbCKOI'0 U JIECHOT'O XO35IMCTBA KPUTUYHBI CBEJACHHS O YUCICHHOCTH BPEAUTEIICH
— capaH4M, O3UMOM COBKH, KOJIOPAJICKOTO KYyKa, T, Pa3JIUYHbIX BUJOB MOJIEH U
xpyuieit, u T.n. (Conway, 1981). JIpyrum npuMepom akTyaJbHOCTU CBEIEHUN O
YUCJIICHHOCTU TMOMYJSIIIUNA  MOXKET OBITh NPHUPOJOOXpPAHHAS JIESITEIBHOCTh —
HEOOXOJMMO OILICHMBATh YHCIEHHOCTh OXPAHSEMBIX BHUIOB B 3alOBEJIHHUKAX U

3aKa3HHKaxX, B TOM 4YHUCJIC OJI1 IIOHMMAaHHsA TOIO, HACKOJIBKO 3(1)(1)CKTI/IBHI>I TC HNJIN
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WHBIE MEPBI, TPUHUMAEMBIE JJI1 COXPAHEHUS NOMYJISAUUi, OyneT 11 3(hPeKTUBHBIM
COXpaHEHHUE 3a TEPPUTOPUEH CTATyCa 3aKa3HUKA, HY)KHO JIM U3MEHUTh OXPaHHbIN
CTaTyC TOTO WJIM MHOI'O BUJA M KAKOB PUCK JJIsI TOTO WM MHOTO Buaa. Hakowen,
CBEJICHUS O YMCICHHOCTU MOMYJIALMH MOTYT HMMEThb 3HAUYUTEIbHYK) HAy4YHYIO
LIEHHOCTh CaMU MO ce0e, W Ba)KHbl JUIsl MOHUMAHUS IPOUCXOISIINUX B >KMBOU
IIPUPOJIE IPOLIECCOB; 3aKOHOMEPHOCTH, OTKPBITHIC JISI OJHUX MOMYJIALMM, NpPH
ONpeAeNEHHBIX YCIOBUSX MOTYT OBITh HPUMEHHUMBI K JPYTHMM MOIYJISLUSM

(Wilson, 1992).

2.2. O3épHble cooluIecTBa

O3épa — ecTecTBEHHbIE BOJOEMBI, HE HMMEIOUIME HEMNOCPEICTBEHHOTO
coenuHenus ¢ MmopeM. O01mas mIomase 03€p 3eMHOTO IIapa COCTABISAET TPUMEPHO
2,7 MIH. KM’, 00BbeM Bojbl Beex o3ep gocturaet 180 toic. kv’ (Psokum, 2005).
O3épa pasznuyaroTCs MO MPOUCXOXKACHUIO, MOPHOMETPHUH, BOJHOMY OallaHCY,
TEPMUUYECKOMY PEXKHUMY, XHMUYECKOMY COCTaBY BOJbI M APYTrMM MoKazaTesisim. B
03€pax 0OBIYHO BBIJEISIETCS TPU 30HBI:

* JUTOpaibHAsi — MEJKOBOJHBIC MPUOPEKHBIE YUACTKH, HA KOTOPHIX CBET
JIOCTUTAET JIHa, a MaKpo(UThl yKperieHbl Ha gHe (Moss, 2018).

* JTUMHHYECKass — TOJIAa BOJbI 03€pa, B KOTOPYIO MPOHUKAET CBET U TIE
BO3MOX€EH (OTOCUHTE3. B TMMHUYECKOI 30HE HET YKPEIJIEHHBIX Ha JHE PACTCHUM.
HwxHsist rpaHunia 5Toi 30HbI — KOMIIEHCAIIMOHHBIM TOPU30HT, TO €CTh INIyOHHa,
Ha KOTOpPYIO NpPOHHUKaeT Bcero juiib 1% cBera. JIuMHuYeckas 30Ha BMeECTE C
JUTOpaIbHOM 00pa3zyeT 3BPOTHYECKYI0 30HY, TO €CTb BeChb OOBEM BOJBI, B
KOTOPBIM MPOHUKAET KOJIUYECTBO CBETA, JocTaTouHoe aiist orocunte3a (Wright,
2007).

* npodyHJagbHas — HU3KOMPOIYKTHUBHAS 30HA, PACIONOXKEHHas TIyOxe
JUMHUYECKOM 30HBL. Ha 310l rmyOmne meHee 1% cBera mo CpaBHEHHIO C
MOBEPXHOCTBIO, MOATOMY TaM HEBO3MOXXEH (POTOCHMHTE3 M HET MPOIYIICHTOB.
OcHOBHBIMH OOUTATENSIMU TPOPYHIAATHHON 30HBI SIBJISIIOTCS MUKPOOPTaHU3MBbI,

rpuOKH, QakyIbTaTUBHO B HEE MOJKET 3aIUIbIBATh KPYIHBII HEKTOH. B 3TOM 30HE
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MOYTH HET MEPEMEIINBAHMS, CBI3aHHOTO C BETPOM U MPOUCXOAUT OTIIOKCHHE HIIA.
Takum o0O0Opa3oM OHOTE€HHbBIE 3JEMEHThI MOTYT BPEMEHHO WM MPAKTUYECKU
HaBCeraa yAalsiThes u3 Kpyroodopota. IlpodyHnanpHas 30Ha €CTh HE BO BCEX
o3épax, B Menkux o3€pax oHa oObryHO oTcytcTByeT (Kahilainen, Malinen,
Lehtonen, 2009; Moss, 2018).

O3épa HACENSIOT PAa3IUYHBIEC JKUBBIE OPTraHU3MBI, KOTOPHIE TPATUIIMOHHO
MPUHSATO JIETUTh HA HECKOJIBKO TPYTIIT:

* [lnaHKTOH — BCE OpPraHW3MbI, HE CIOCOOHBIE K CAMOCTOSTEIHLHOMY
NEPEIBIKCHIIO, KOTOPBIE MOTYT MEPEMENIATHCS TOJIHKO BMECTE C TEUYCHUEM BOJIBI.
K HuMm otTHocsaTcs OakTepuu  (OaKTEPHOIUIAHKTOH), OJHOKJIETOYHBIC U
MUKPOCKOITMYECKAE  BOJOPOCHM W (POTOCHHTE3UPYIOIIUE  IMPOCTEHINNE
(uToraHKTOH), pa3HOOpa3Hble TreTepoTpodHBIE MPOCTEHUIINE, HEKOTOPbhIE
MOJUTIOCKH, YJIEHUCTOHOTWE, SHlAa W JMYUHKKA OECIO3BOHOYHBIX, PBIO,
36MHOBOJHBIX (300IJIAHKTOH).

* Hekton — cBOOOAHO TIUTaBarolMe OpraHU3Mbl. TUNHYHBIA TpUMep —
PBIOBI, 36 MHOBOIHBIE.

* beHTOC — COBOKYIHOCTh OPraHM3MOB, OOMTAIONINX HA JIHE 03€pa, B TOM
qucIie 3apbiBaroIiyecs B i (3000enToc u ¢purodentoc) (Moss, 2018).

* Taxoke BBIIEISICTCS HECKOIBKO APYTUX MEHEE BAXKHBIX TPYMNI — HEUCTOH
(¢opa u dayna, cocpenoToueHHas Haa M MOJ IUIEHKOW HA TOBEPXHOCTH BOJIBI),
IUIEMCTOH (MOJIyNorpyKeHHbIe B BOAy opranusmbl) u jpyrue (Dodds, Whiles,
2010).

Mecto oOutaHus OEHTOCHBIX OPraHu3MOB — JIHO O03€pa, KOTOpOe
HasbIBaeTcs OeHTabio. [lenarnams — MecTo OOUTaHUS MeTariIeCKuX OPraHu3MOB
(TIUTaHKTOHA, HEKTOHA U JIp.), TO €CTh BCA TOJIA BOJABI 03€pa.

Tpoduueckue nenu B 03€pax MOryT ObITh JOBOJIBHO CIIOKHBIMHU M COJEPKAT
OPraHu3Mbl BCEX YPOBHEW MUUIEBOW NMUpamMubl. buoneHo3 BogoEMa BKIIOYAET B
ce0s1 pa3HOOOpa3HBIX MPOAYIIEHTOB, KOHCYMEHTOB U PEayIeHTOB. ABTOTpO(HBIC
OpraHu3Mbl,  TJaBHBIM  00pa3oM  (OTOCHHTE3UPYIOIIHE  PACTCHHS U

MUKpPOOPIraHU3Mbl (PeXEe — XEMOCHUHTE3UPYIOUIUE), 3AMOJHIIOT 0a30BYI0 HUILLY
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npoayleHTOB. KOHCYMEHTBI MpPEICTaBIE€Hbl IIMPOKUM CIEKTPOM, BKIHOYAIOLIUM
IJIaBHBIM 00pa3oM >KMBOTHBIX, HAuMHAs OT PACTUTENIBHOSIHBIX OPraHU3MOB,
NOTJIOMIAIINUX KaK (PUTOIUIAHKTOH, TaK W KpPYIHBIE pAacTeHUs, 3aKaHYMBas
XUIIHUKAMHU BBICOKMX HOPSAIAKOB M Mapa3uTamu. Pa3HooOpaszHble pemayLeHThI
IOPEICTABISIIOT COOOW KUBOTHBIX-IETPUTO(AroB, rpuObl M MHUKPOOPIaHU3MBI,
pazpymaromue Jo0yl0 OpraHuKy, B TOM YHCIE PACTHTEIbHBIE OCTAaTKH, HE
ycBauBaembie Oonbiie HukeMm (Dodds, Whiles, 2010).

B npubGpexHoil (MUTOpanbHOW) 30HE O3EPHBIX SKOCHUCTEM OOBIYHO
IPUCYTCTBYIOT JBa OCHOBHBIX THNA (POTOCUHTE3UPYIOIIUX NPOAYLEHTOB —
CBOOOAHO  IUIAaBalOLMEe pacTeHuss (B TOM  YHCIE  MHUKPOCKONMMYECKUN
(UTOIUIAHKTOH, BOJIOPOCIM U HEKOTOPHIEC LIBETKOBBIE PACTEHUS, TAKUE KaK psACKa
WIH PAECT) U YKOPEHUBLIMECS B JHO PACTEHMs, INIaBHBIM 00pa3oM IIBETKOBBIE.
YKopeHuBIIMECS ~ pacTeHUs  BXOIAT B CIEAYKOIIUME  KOHLEHTPUYECKU
pacmoNoXEeHHbIE 30HBI: 30HY HaABOAHOW Beretauuu ((PpOTOCHHTE3HpYIOIINE
no0eru HaxoIATCs HaJl MOBEPXHOCTHIO BOJIBI, IPU 3TOM U3 JOHHBIX OCa/JKOB MOTYT
U3BJIEKAThCS OMOTEHHBIE AJIEMEHTHI, KaK, HallpUMEp, y Kambllled WIH Poros3a);
30Hy DPACTEHMI, YKOPEHEHHBIX Ha JIHE W HMEIOIIMX JIMCThS, IUIABAKOIIME HA
IOBEPXHOCTU BOJbl (TaKUE€ PacTeHHs] BO MHOI'OM aHAJIOTMYHBl PACTEHUSIM U3
NEPBOX 30HBI, HO MOTYT B OOJBIIIEH CTENEHH 3aTCHITHh MPOCTPAHCTBO O] COOOMH,
KaK, HallpuMep, KyBIIMHKH); U HAKOHEI], 30Ha PaCTeHUH C TIOJIBOAHBIMU MOOeraMu,
y KOTOpPBIX BECh ILIMKJ BEreTauuud MpOXOAUT Noa Bojaod (dhoTocuHTE3 U
MUHEpAJIbHOE MUTAHUE MOJHOCTBHIO MPOXOAAT B TOJIIE BOABI, KaK, HallpUMEp, Y
XapOBBIX BOJOpOCIEl U HEKOTOPhIX paectoB) (Moss, 2018).

KoncymenTsl npuOpexHOW 30HBI MpEACTaBIEHb B BOJoEMax Haubosee
pa3zHoO0Opa3HO MO CPABHEHMIO C APYTUMHU 30HaMH. B mpuIOHHON YacTu JIMTOpaIH
MHOTO pa3jIUYHbIX OECIO3BOHOYHBIX (MIIAHKH, KOJOBPATKHU, HEMATO/bl, TUUNHKU
HAaCEKOMBIX, MOJUIFOCKM M T.[.). 300IUIAaHKTOH BKJIIOYAaeT B Ce€O0sl JIMYMHOK
pa3iauyYHbIX OEClO3BOHOYHBIX W MHOTOYHUCIEHHBIX MEJIKHUX PaKkooOpa3HbIX,
SBJIAIOIIMXCA OCHOBHBIM HCTOYHMKOM IHUIIM JUIsi MHOTUX KOHCYMEHTOB Ooliee

BBICOKOI'O ITOPsAKaA. Hexton IMPpCACTABJICH p33H006p213HBIMI/I IIO3BOHOYHBIMH, KaK
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x)aOpoapImanmumMu  (peIObI, JIMYWHKH 3€MHOBOJHBIX), TaK W HYXXKIAIOIMIUMHUCS B
KHCIIOpOZie BO3yXa (MHOTME 3€MHOBOJHBIC, BOJHBIE 4epenaxu). [lpu sTOM
MHOTHE M3 JTHUX KUBOTHBIX OOJBIIYI0 YacTh CBOEM JKU3HU TMPOBOISAT B
npuOpexHOW 30HE, TJ€ NUTAIOTCA W pa3MHOXkaroTcsa. CocTaB KOHCYMEHTOB
JUMHUYECKOM  30HBI  JOBOJBHO  OefeH.  300IJIAaHKTOH  MPEeJICTaBlICH
pPACTUTENBbHOAIHBIMA ~ PAKOOOpa3HbIMM W KOJOBpaTKamMu. EJMHCTBEHHBIM
MPEICTaBUTENIeM HEKTOHA JUMHUYECKOW 30HBI sBisitorcs poiObl  (Tundisi,
Matsumura-Tundisi, 2011).

B nauMHuMueckoil 30HE TMPOAYLEHTbl MPEACTaBIECHBI B  OCHOBHOM
UAaHOOAKTEPUSIMHU, JIUAaTOMOBBIMM M 3€JIEHBIMU BOAOpOCisMH. Bwmecte oHuU
oOpazytor ¢uromnaHkToH. CooTHOIIEHHE pa3HbIX (OpM (UTOIIIAHKTOHA U €ro
IJIOTHOCTh MOKET CUJIbHO BAPbUPOBATH B 3aBUCUMOCTH OT YCJIOBHI B KOHKPETHOM
BoJOoEéME, OT ce30Ha, Temrmeparypbl U Tp. OCBEMEHHOCTh W TeMIepaTypa
CYIIIECTBEHHO BJIMSIOT Ha MHTEHCUBHOCTH (potocuuTe3a (Harris, 1986; JleBsiTkuH 1
ap., 2000), 9To U onpeaenseT MIOTHOCTh (PUTOIIAHKTOHA U TOJMYHBIA CE30HHBIMN
UK ero uyucieHHOCTU. CKOpocTh pocTa (UTOIJIAHKTOHA MPU YBEIWYEHUU Ha
kaxaeie 10°C Bo3pacraer BaBoe ([leBarkun u ap., 2000). Y pa3nuyHbIX TPy U
BUJIOB (PUTOIUIAHKTOHA MOTYT OTJIMYATbCS TEMIIEPATypHbIE ONTUMYMBI, YTO
3a4acTyI0 BEJIET K TOMY, YTO Pa3Hbl€ BUJIbI JOCTUTAIOT MAKCUMYMa YUCJICHHOCTH B
pasHoe Bpems (Kozunkas, 1991). Tak, nuatomMoBbie BOIOPOCIH XOPOLIO
pa3BUBAIOTCS TIPU OTHOCUTEIBLHO HU3KOM TeMIIepaType BOJIbl, U UMEIOT OCCHHUMN U
BECECHHUM MUKU pa3BUTUA. MHOTHE IUAHOOAKTEPUU U 3€JIEHbIE BOAOPOCIN UMEIOT
onTuMyM B paiione 19 — 23°C, BmecTe ¢ IBIJICHOBBIMU BOJOPOCISIMH OHU UMEIOT
MUK, TPUXOJSAIIMNACS Ha JETO U HAa4alo oceHU. B 3BTOpodUIIMPOBAHHBIX BOIOEMAX
Ipy  3HAYUTEIHHOM TOBBIIICHUW TEMIEPaTypbl W M300UIUU  OMOTEHHBIX
AJIEMEHTOB, TOCTYMAIOIIUX CO CTOYHBIMM BOJIAMH, MOXKET TMPOUCXOJIUTH
WHTEHCUBHBIN pocT unciaeHHocTn nuaHoOaktepuii (Koxkosa, 1980; Hyenstrand et
al, 1998).

BypHoe  pasButue  (QUTOIUIAHKTOHA  TPUBOJUT K  YBEJIUYCHUIO

IMPOAYKTUBHOCTH BOI[OéMa N K YXyAHLICHHUIO KadeCTBa BOAbI: CHHIXCHHIO
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KOHLEHTPALMU KUCJIOPOAA U YMEHBIIECHUIO IPO3PavyHOCTH, YTO B CBOKO OYEpEIb
MOKET BECTH K 3aMopy pbIObI. Takoe siBjeHue Ha3zbiBaeTcs dBTpodukanmeil. Takue
U3MEHEHHUs] OOYCJIOBJIEHbI TOBBIIIEHUEM KOJMYECTBA OHOTEHHBIX 3JIEMEHTOB
BBHUJly UX ECTECTBEHHOI'O HAKOIUIEHUS M CTAapeHUs BOJOEMA WIM B CBS3U C
AHTPOIOTEHHBIM BIMSHUEM. Y BeJIMUEHUE MOCTYIUICHUS B BOJOEM a3ota, Gocdopa
U JAPYyTUX OMOTCHHBIX 3JIEMEHTOB, MPHUBOIUT K TMOBBIIMICHUIO €r0 TPOPHUECKOTro
cratyca. Bomoém ¢ HU3KOW KOHIEHTpamue (UTOTUIAHKTOHA U BBICOKOU
IPO3PAYHOCTHIO HA3BIBAETCS OJIUTOTPOPHBIM.

Konnentpanus azora u Gpochopa TMMUTHPYET POCT PACTCHHIA, HE UMEIOLTIX
BO3MOXXHOCTH CaMOCTOSITEJIbHO MPOU3BOJAUTH ATH OHMOTEHbl. YPOBEHb a30Ta U
dbocdopa mpsiMo BIUSIET HA CKOPOCTh POCTA, COCTaB U 00BEM 03EPHOIO TUIAHKTOHA.
Azor mnomagaer B 03€pa myTeM a3oTduKcauud aTMocepHOro asora U ¢
MOCTYILJICHUEM TaJbIX BOJ|, HECYIIUX PACTBOPEHHBIE COCIUHEHMs U3 MOYBHL. [lpu
HEJOCTaTKe a30oTa Ojaromapss CBOe€l CHOCOOHOCTH K  a30TQUKCAUU B
IUIAHKTOHHBIX ~ COOOIIECTBAX  HAYMHAIOT  JIOMUHUPOBATh  I[MAaHOOAKTEPUH.
Hanpumep, onucano (AnbiMoB, 2009) cHM)KEHHE KOJIMYECTBA LIMAHOOAKTEPUN U
HOBBILIICHHE KOJIMYECTBA MUPOPUTOBBIX U 3€JIEHBIX BOJOPOCIEH MPU JOCTHKEHUU
B KacnuiickoM Mope KOHIeHTpaluu MuHepaiabHoro azora B 50 mkr/n. Ilpu stom
Ha0mroancs poct KoiaumdectBa nuanodakrepun Oscillatoria sibtilissima B 3 pa3za
IpU MaJIeHUU KOHIEHTPAalMu MUHEpanbHOro a3zota 10 20 Mkr/ia. B morpebnenun
(UTOIUIAHKTOHOM a30Ta CYIIECTBYET OalaHC MEXJIy HUTpaTaMU U aMMOHUHHBIM
a30TOM — TaK, HHUTPAThl HAYMHAIOT YCBAMBATHCA TOJBKO TOIZA, KOIJAa HUX
KOHIIEHTpaIus 0oJblie 28 MKI/J, a KOHIEHTpalus aMMOoHus MeHbine 14 mkr/in. Ha
npumepe peku benoit onucano (Ikynnuna, 1996), 4To TOJTPKO aMMOHUWHBIN 30T
BIUSIJI HAa  pa3BuUTHE  (PUTOIJIAHKTOHA  Kak  HE3aBUCUMOTO  (pakTopa.
Heopranuueckuii a30T, 1o Mepe ero ycBoeHus (PUTOIUIAHKTOHOM, MPEBPAIIAETCs B
OpPraHMYECKUN a30T, KOTOPBIA MOXKET OBITH (PAKTOPOM, BIUSIONIUM Ha CIEIYIOIINE
YPOBHU TpOo(UYECKON LIETIOUKH, HAIPUMEP, Ha OMoMaccy 300IIaHKTOHA. OnucaHo
NOBBILIEHNE YPOBHs 30011aHKTOHA FOkHOrOo n Cpennero Kacnmiickoro mopst npu

KOHIICHTpAIUSAX OpraHndeckoro azota 550-698 Mkr/n (AnsimMoB, 2009).
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dochop — KIHOYEBOM OHMOTEHHBIA DJIEMEHT, OT KOTOPOTO HAMPSAMYIO
3aBUCUT O0OBEM MEPBUYHON MPOAYKIMHU BojgoéMa. Docop TUMUTHPYET pa3BUTHE
BOJIOPOCJEH  Tpu  COOTHOWIEHMH  NmuH:PmMun>17, 10pu  COOTHOIIEHUH
10<NwmuH:PMun<17 mnepBUYHYIO NPOAYKIUIO JIUMUTHUPYIOT 00a DJIEMEHTa,
Nwmun:PMuna<10 numurtanTom siisiercs a3oT (Forsberg, 1979; Imutpues, 1995).

CHmxeHHe KOHILEHTpanuu a3otra u (ocdopa, 3aceireHne OpraHU3MOB-
bUIBTPATOPOB MOXKET MOHU3UTH Tpoduueckuii cratyc Bogoéma. Kpome Toro,
BCEJICHHE (PUIBTPATOPOB TMPUBOJUT K TaK Ha3blBaeMoOW «OeHTUDUKALINI
(yBennuenuto buomaccol 6enroca) (Ocranens u ap., 2012).

JJist o1IeHKH TPOUYECKOTO cTaTyca BoJ0EMa OOBIYHO TPUMEHSIETCS MHJIEKC

Kapncona B ogHoit u3 tpex monuduxanuii (Carlson, 1977):

In SD)

10 mpo3pauHocT Bogoéma: TSI(SD) = 10 (6 ~1

2,04—0,681n Chl)

o cozepkanuto xjaopodwmmuia TSI(Chl) = 10 (6 - —

48

10 KoHIeHTpaiuu oobiero gocdopa TSI(TP) = 10( 6 — Tf

[Ipo3padHOCT, BOJBI YMEHBIIACTCS B PSIAYy OT OJUTOTPOGHOTO K
muctpopromy o3epy. Comepkanue xyopodwmia u KoHueHTpaius ¢ocdopa

YBCINMYHUBAKOTCA C POCTOM IIPOAYKTHUBHOCTHU BOI[OéMa.

2.3. MoaeaupoBaHue TMHAMUKH MOMYJISIIIM A

JIJIsl OLIGHKW ¥ M3YYCHUS AUHAMUKHA YUCICHHOCTH TOIYJISIITUN UCTIOIB3YIOT
KaK METOJbl aHAJIM3a JTAaHHBIX TOJIEBHIX HAOIIOJEHUN M DKCIIEPUMEHTOB, TaK U
METO/Ibl MaTeMaTH4eckoro MozenupoBaHus. CTOUT ydecTb, 4TO HAOIIOJEHUS B
HKOJIOTHH BCET/Ia COMMPOBOXKIAIOTCS 3HAYUTEIIPHON MOTPEITHOCTHIO, U TIOJTyICHHBIC
BPEMEHHBIC DsIbl  OKAa3bIBAIOTCA, KaK TMPABWIO, KOPOTKUMH U  CHIIBHO
samymiieHHbIMH (Perry et al., 2000). DkcriepuMeHT B MOJIHOW MEpe HE CrocoOeH
BOCCO3/aTh yCIIOBUS KOHKPETHOW YKOCUCTEMBI, a MPOBEJCHUE IKCIICPUMEHTOB HaJl

IMpUPOIAHBIMHA 9KOCHCTCMaMU MOIKCT IMPUBCCTHU K HCIIPCACKA3yCMbIM
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IHOCJICACTBHUAM. B cBs3u ¢ atum BO3paCTacT 3HAYCHUC MATCMATHYCCKOI'O
MOACIIMPOBAHUA.

HpGI/IMy'I_HCCTBO MAaTeMaTUYCCKOro MOJCIMPOBAHMA KaK IMoAXoaa COCTOUT B
BO3MOKHOCTH IMIPOTHO3UPOBAHUA M OLCHKHU BJIMAHHA THIIOTCTHYCCKHUX CI)&KTOpOB, B

TOM YHCJIC MCp, MIPCAIIOJIAracMbIX IJIA KOPPCKTUPOBKU YHCIICHHOCTH ITOITYJIAINH.

2.4. Tunbl MaTeMATHYECKHUX MOJeJIeH TUHAMUKHY MOMYJIA Uil

B MonmenupoBaHMM OKOJOTHYECKHUX TIPOIECCOB HCIOIB3YIOT MOJICIH,
KOTOPBIE MOKHO Pa3eUTh Ha TpHU Tpynnbl. [lepBas rpymma Mojeneir ocHOBaHa Ha
YHCIICHHBIX COOTHOIICHUSAX M 3aKOHOMEPHOCTSIX, OOHApy>XKCHHBIX Ha IMPaKTHUKE.
[Ipy »>TOM Takue YWCICHHBIC COOTHOIICHHUS M 3aKOHOMEPHOCTH HE CJICAYIOT W3
MOHUMAaHUS MEXaHU3MOB, JIGKAlUX B HUX OCHOBE, U HE HMEIOT KaKOro-Iudo
000CHOBaHUs, KpoMe OMBITHBIX HabmogeHui (Snell, Serra, 1998). Monenu stoi
TPYIIBEl OOBIYHO WCIOJIB3YIOT TMPW OINHUCAHWHM OTIEIBHBIX TPOIECCOB B Ooiiee
CJIOHBIX MOJICIISIX.

Ko Bropoii rTpynme Mojeneil OTHOCATCS KOHIENTYaJbHBIE MOJICIH,
OMHCHIBAIONINE OCHOBHBIE B3aMMOJICUCTBHUS MeXAy Bumamu. llempio Takux
MoJieliel sIBiIsieTCs pacim(poBKa MEXaHM3MOB H3ydaeMbIX IporeccoB. OHH
MPEICTABIIIOT COOOM CUCTEMBI JUCKPETHBIX WX AU(HEepeHITUATHHBIX YPaBHEHUN
OOBIYHO HE OYEHb BBICOKOTO TMOpPsSAKA. Takue MOJEeI BOCIPOU3BOJIAT
KauyeCTBCHHBI XapakKTep JMHAMHKHU TOMYJIAIHWA, KOJICOAHUS YUCICHHOCTH WIIN
o0pa3zoBaHWe TPOCTPAHCTBEHHBIX CTPYKTYpP, W TO3BOJIIOT CYAUTh O KITFOYEBBIX
napaMeTpax, YIpaBJSIFOIINX JUHAMUKONW CUCTEMBI.

Tpetbst Tpynmna BKIFOYACT B ce0s MOJIEIH, TAFOIIME TOAPOOHOE U JIeTaIbHOES
OMHCAaHUE pEaNTbHO CYIIECTBYIOIIMX OJKOcucTeM. Pabora Takux Mojenen
UMUTHPYET TPOIECCHl, MPOUCXOMAAIINE B MPUPOAHBIX oOBekTax. [lpm sTOoM B
KauyeCTBE OCHOBBI HCTOJB3YIOTCS JIaHHBIC, TOJYYCHHBIC B XOJE MACIITaOHBIX
UCCJICIOBAHUM OJTHUX JKOCHUCTEM U XOPOIIO NPOpPabOTaHHBIE TEOPETUUECKUE
OCHOBBI. Takue MOIenu HY>KHBI JIJIs1 TIOJYYCHHSI MAKCUMAJIBLHO TOJHBIX U TOYHBIX

IMPOTHO30B pa3BUTHUA PCAJIbHO CYHICCTBYIOIIUX 3KOCUCTCM, B TOM HYHCIIC IJIA
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MOJTy4eHUsT HHPOPMAIIMA O TOM, Kak ceOs OyJIeT BEeCTH OOBEKT MPH M3MEHEHUU
YCJIOBUH, HAIIpUMEP, IPU aHTPOIIOTEHHOM BO3JEHCTBUH.

C pa3BUTHEM TEOPUU JUHAMUYECKHX CHUCTEM CTaJ0 OYEBHJHBIM, YTO
MOCTPOEHUE BCEOOBEMITIONIUX MOJENICd MPUPOIHBIX IKOCHCTEM HEBO3MOXKHO B
CUJIy CJIO)KHOCTH OOBEKTa MCCIIEIOBAHMM, U BCETJa CYIIECTBYET HEOOXOIUMOCTh

BBIOOpA OTIPEICIIEHHOTO YPOBHS aOCTpaKIIHH.
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2.5. IIpyHIUIIBI MOCTPOEHUS KOHLENTYAJbHBIX MOJeJIei

B »skonoruu mmpokoe MpPUMEHEHHWE HAlIM KOHIENTYaJlbHbIE MOJEIH
(Lotka, 1925; Volterra, 1926; Kolmogorov et al., 1937, Csupexesn, 1987; Hanski,
1999; Medvinsky et al., 2001a,b; 2002a,b; bassikun, 2003; Petrovskii, Malchow,
1999). KoHuentyanbHass MOJEIb JAOJDKHA OTBEYATh «IIPUHIUILY IPOCTOTHI»,
TpeOyromeMy KOHCTPYHMPOBAHHE MAaKCHMAaJbHO TPOCTOH MOJENH, CIIOCOOHOU
BBITIOJIHATH TpeOyembie GpyHkimu (PomanoBckuii, 2003). Takke KOHIENTyaabHas
MOJENIb JOJKHA OBITh JOCTATOYHO «IPy0oi» (CTPYKTYpHO YCTOMYHMBOM), 3TO
03HA4yaeT, 4TO MPU MAJIbIX WU3MEHEHUSX MapaMeTPOB PEXUM (PYyHKIIMOHUPOBAHUS
CHUCTEMBI HE MEHSIETCSI MPUHIIUITHATIBLHO (AHAPOHOB U JAp., 1967; AnumieHko u ap.,
1999). CrtpykTypHasi yCTOWYMBOCTb OCOOEHHO BaKHa B TaKUX OOJIACTSIX Kak
IKOJIOTHS, T]Ie TapaMeTPhl MOTYT OBITh OTPE/IeJICHBI HE TOYHO WJIM BaphbUPOBATH OT
Cilyyasi K CIydaro.

[Ipu KOHCTpyHMpOBaHWUW MOJAETHU HEOOXOJAMMO BBIJCIUTH OCHOBHBIC
KOMITOHEHTBI, U3 KOTOPBIX COCTOHUT dKOCHCTEMA, HAUYWHAsA ¢ TPOPUIECKUX YPOBHEH
YW BUJIOB, U 3aKaHUMBas OTACIbHBIMU BO3PACTHBIMH WM TOJOBBIMU TpyNamMu
BHYTpHU BUJOB. [lanee onpenenstoT xapakrep B3aUMOACHCTBUS MEXKy rpynnamu
(pa3MHOXXEHUE, POCT, TPOPUYECKHE B3aUMOACHCTBUSA MU T.0.) M COCTABISIIOT
OamaHcoBble cooTHomeHus. [Ipu cocTaBmeHWrn OalaHCOBBIX COOTHOIIECHUH
HEO0OXOMMO YUYUTHIBATh 3aKOH OrpaHuuuBaroniero gakropa Jlnbuxa (cucrema, To
€CTh BUJI WU TOMYJISAIMS, OrpaHWYEHa TeM (PaKTOpoM, KOTOPHIA HAXOJUTCS B
HepocTaTke) u  3akoH TosepaHTHocTd lllendopma (cuctema MoxkeT OBITH
orpaHuyeHa Kak (aKTOpOM, HAXOJSAIIEMCS B HEIOCTaTKe, TaKk M (akTopom,
HaxoJsIIeMCcsl B U30BITKE, MPHU ITOM TMOJ MPEIEIOM TOJEPAHTHOCTH K JTAHHOMY
dbakTopy MOHUMAETCS JUANa30H MEXAY MaKCUMaJIbHBIM W MUHHUMAIbHBIM
NEePEHOCUMBIM CUCTEMOM 3HaueHueM (hakTopa).

Jlnst ynpouieHusi MOJIeNId BaXKHO YMEHBIIATh KOJIMYECTBO MEPEMEHHbIX. B
CBSI3M C TE€M, YTO Pa3HbIE MPOIECCHl B IKOJOTMYECKUX CHCTEMaxX MPOTEKAlT Ha
pPa3HBIX BPEMEHHBIX MaciiTadax, MOKHO BBIICIUTHh «OBICTPBIC» U «MEIJICHHBICH

nepeMennbie. JlJist «OBICTPBIX» MepeMEeHHBbIX AuddepeHmaibHoe ypaBHEHUE
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MOYXHO 3aMEHUThH alreOpandecKuM, MEIJICHHO X€ W3MEHSIONMUECS TEpPEeMEHHBIC
MOHO 3aMEHHUTH TMapaMeTpaMmu. Takol crocod yMEHBIIEHHUS Yhciia TTePEeMEHHBIX
ocHoBaH Ha Teopeme Tuxonona (Tuxonos, 1952).

Taxke I yMEHBIIEHHUS] KOJWYECTBA HE3aBUCHUMBIX IEPEMEHHBIX MOJICIH
ucrnonb3oBatoT npuHiun ammomerpun (Huxley, 1932; Rensch, 1960a; Rensch,
1960b), ocHOBaHHBIH Ha 3aBEJOMO H3BECTHBIX COOTHOIICHHUSAX Pa3IMYHBIX
nmapaMeTpoB: K IPUMEPYy, COOTHOIICHHE pPa3MEpPOB PBHIOBI M Macchl €€ Tela,
KOTOpOE SBJSETCA CHEMU(UUHBIM I KaXJIoro Buaa. I[IpuMeHeHHMe Takux
3aBUCUMOCTEH TMO3BOJISIET YIPOCTUTh MOJEIb 332 CUYET WCIOJIB30BAHUS MEHBIIIETO

quciia rapameTpoOB.

2.6. OCHOBHBIE KOHIENTYAJbHbIE MOAEJU MOMYJISIIIUOHHOH TMHAMUKH

2.6.1. Monaenu u30JIupOBaHHBIX MOMVJISAIIAN

[lepBoii  Momenpi0  MOMYJSIUOHHON  JUHAMHKKA  OblIa  MOJEINb
HeorpanndyeHHoro pocra Tomaca Manbryca (puc. la), cormacHo KOTOpou
IPOUCXOIUT FKCIIOHEHLIUATIbHBIN pOCT YMCIeHHOCTH Hacesnenus (Manbtyc, 1993).

dN
E =rN (1)

HecmoTps Ha TO, 4TO 3Ta MOJIENb HE COOTBETCTBYET PEalbHOMY PpOCTY
HapOJOHACEJICHUs, OHAa BCE JK€ OKa3ajach MPUMEHMMa K IIUPOKOMY Kjaccy
JMHAMUYECKHUX TPOLIECCOB, KOTOPHIE B OCHOBHOM HAOIOJANUCh B TaOOPAaTOPHBIX
ycinoBusx (Penopos, ['minbmanos, 1980).

B ciydae nBynosioi nonmyJsiuu CKOPOCTh Pa3MHOKEHUS MTPOMOPLIUOHATIbHA
BEPOSITHOCTU BCTPEUM JBYX 0COO€i, 3Ta OCOOEHHOCTh Y4YT€HAa B MOJEIHU

runepOommueckoro pocta (Forster, 1960; Kanutia, 1996):

dN
E = TNZ (2)

HpOMC)KYTOLIHYIO 3aBUCUMOCTh IINIOAOBHTOCTH OT 4YHMCICHHOCTH HMCCT

npyras mojiens (baseikun, 1969):

Z—Z =rN2/(l + N) (3)
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B »Toit Moaenu mpu ManbiX 4HMCICHHOCTSIX momysanuu N <K [ momyssiius
Pa3MHOXKAETCSl IO TUIEPOOIMYECKOMY 3aKOHY, a TMPH OOJBIIMX YHCICHHOCTSIX
N > l o DKCIIOHCHIIMAJIbHOMY.

bonee mpaBmonogoOHBIMH SIBJISIFOTCS MOJICNIA C OTPAaHUYEHHBIM POCTOM.
OrpaHuydeHHBI POCT MOMYJISIIAM  XOPOIIO  ONKCHIBAETCS  JIOTUCTUYECKUM

ypaBuenueM (Lotka, 1925):

‘;—’Z=r1v(1—%) 4)

K v r — NOJNOXKUTENbHBIE MTAPAMETPhI, TApaAMETP ¥ XapaKTEPU3yET CKOPOCTh
pa3sMHOXkeHus, a mapamerp K — €MmkocTh cpensl obutanus. [lpu HeOombIION
YUCJICHHOCTHU MOIYJISALUS PAaCTET IKCHOHEHIMAIBHO, a M0 JOCTHKEHUU EMKOCTH
cpeapl K, 4YHCIEHHOCTh BBIXOAUT Ha cranuoHap. KpuBas pocta wumeer
XapaKTePHBIA CUTMOWAANBHBIN Bun (puc. 10). BrmepBble pocT YHCICHHOCTH
MOMYJISIIUK ¢ MOMOIIBI0 3TOro ypaBHeHHs1 omucall lIbep-Ppancya DepXroyibCT
(Verhulst, 1838), moatomy 3T0 ypaBHeHHE (4) 4YacTO HaA3BIBAIOT YpaBHEHUEM

DepxronbeTa.

N @ "o

K/2

t t

Pucynok 1. a) skcrioHeHIManbHask KpUBas poCTa YHCICHHOCTH MOMYJISIIH, O)

JIOTUCTUYECKas KpUBasi pocTa Ipu EMKOCTH cpefibl, paBHO# K.
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HecMoTpst Ha TO, YTO JOTHCTUYECKOE YpaBHEHHUE ITO3BOJSET YYUTHIBATH
3aBUCUMOCTh CKOPOCTH POCTa MOMYJSLHUU OT €€ MIOTHOCTH M OTPaHU4YeHHOCTHU
PECYPCOB, CKOPOCTh POCTA PEaTHLHOMN MOMYJISAIUHA TI0 MEPE YBEIIMUEHUS TUIOTHOCTH
CHayasia pacTéT M TOJIBKO MOCJIE€ HEKOTOPOro 3HAYEHWs HAYMHAET MajaTh. JTO
spieHue HazbiBaeTcs rdpdexrom O (Allee, 1978). B ciiyuyae cunbHOro a¢pdexra
Ot  momynsanus BBIMHPACT TIPU  CHIDKCHUHM TUIOTHOCTH JI0 HEKOTOPOM
KPUTUYECKON BEIMYUHBI, YTO MOXKET OBITh CBSI3aHO KAaK C HU3KOW BEPOSITHOCTHIO
BCTpeUH 0cCo0€i B OpayHbId MEpUOA, TaK M CO CJIOKHOCTBIO OTPAKCHHS aTak
XUITHUKOB MaJIEHbKOU Ipymnmoi ocoOei.

Jloructuyeckoe ypaBHeHue ¢ yuetom 3¢ dexra O umeeT BU/I:

dN N
E=rN(1—E)(N—l),0<l<K,T>0 (5)

CYHICCTBCHHBIM HCAOCTAaTKOM MOJCIIHU JIOTHCTHUYICCKOTO pOCTa ABJIICTCA TO,
YTO MaKCHMaAJIbHAasA YHCICHHOCTBb CUHHMTACTCA H3HA4YaJIbHO BaHaHHOfI, MOACIb C

yuetoM 3ddekra Omim Toxke He JMIIeHa 3Toro Hegocrarka. Kpome toro, Touka
. . K
nepern0a JIOTUCTUYECKOM KPUBOM BCera WMEET KOOpIAWHATY 5 » 4To

HeoOs3aTenbHO cobmoaercs B mpupojae (Kingsland, 1995).

Mojenb JIOTHCTUYECKOTO POCTa TaKKE UCTIOIB3YETCS U B TUCKPETHOM BUJIE:

x(t+1) =rx(t)(1 —x(t)) (6)

Benuunna x B norucruueckom otoopakeHuu (6) npuHUMaeT 3HadeHus ot 0
no 1, a BenmmumHa v or 0 nmo 4. Bapeupys mapaMmerp 7, MOXHO IIOJIYYHTb
KaueCTBEHHO pAa3HbIe THUIIBI JIWHAMUKHA TUIOTHOCTH (CTAIlMOHAPHBIM PEKUM,
peryJisipHble U HeperyJisipHbie Kojiebanus). Jloructuueckoe otroOpaxenue (6) npu
OTIpENICTICHHBIX  TapaMeTpax MOXET JaBaTh OTPHUIATEIBHYI0 IJIOTHOCTh
MOMyJISITUK. DTOro HeJpocTaTKa JuieHa Mojenb Pukepa (Ricker, 1954).

N(t +1) = N(t)e "(-N©O)/K (7)

31eCh ¥ — CKOPOCTh pa3MHOXeHUs, K — EMKOCTb cpepl. Inmu B HECKOJIBKO
YIPOILIEHHOM BUJIE:

N(t+1)=aN@®)e™ O g>1, b>0 (8)
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B monenun Pukepa (7,8) npenmonaraercs, 4To pa3MHOKEHUE ITPOUCXOAMT B
JUCKPETHbIE MOMEHTHI BPEMEHH, IPU 3TOM IIOKOJICHHS HE IEPEKpPbIBAKOTCS.
M3HayanbHO YMCIEHHOCTh MOTOMKOB MPOMOPIIMOHANIbEHA YUCIEHHOCTH POAUTENEH,
HO JI0 CIEOYIOUIEro IEpPUOoJa PAa3sMHOXKEHUS JOXUBAalOT He Bce. [loTomkn
BBIHYKJI€Hbl KOHKYPUPOBaTh 3a PECYpPC TaK, YTO CMEPTHOCTb NOTOMKOB 3aBUCHUT
oT ux mioTHoctu. Ilpum stom N(t+1) pacrer ¢ poctoM N(f) OO JOCTHKEHHS
MaKCHUMyMa, IIOCJ€ 4Yero HauyMHaeT CHWxKarbcd (puc. 2). Takasg 3aBUCHUMOCTH
XapakTepHa IS «I0JaBUTEILHON» KOHKYpeHIMU (aHri. scramble competition,
nepeBosa TepMHuHa B3AT u3: buron, Xapmnep, Tayncenn, 1989) — takom Tume
KOHKYPEHIIMH, IIpM KOTOPOM JIMMHUTHPYIOUIMI  pecypc  pacmpeneisercs
PAaBHOMEPHO MEXIY BCEMU KOHKYPUPYIOIIMMH OCOOSMHM TakK, 4TO B cllydae
HEXBaTKU pecypca He BbDKHMBaeT HUKTO (Den Berg, Rossing, Grasman, 2006;

Brannstrom, Sumpter, 2005).

N(t+1)
1 6000 T T T T T T T T T

14000

12000

10000

8000

6000

4000

2000

| | | | | | 1
0 1000 2000 3000 4000 5000 6000 7000 8000 9000 10000
N(®

Pucynok 2. Kpussie 3amac-nonosinenue st mojeneit Pukepa (8) (crutomrHas
nunus), bueprona-Xonrta (9) (myuktupHas nunusi) u Xaccensa (10) (wrpux-

NyHKTUPHAs JuHE ). 3HaYeHus napametpoB: a=17, b=0.001, c=1.5.
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B monenu Pukepa takxe MOXKHO MOJYYUTh Pa3HbIe TUHAMUYECKUE PEKUMBI,
B TOM 4mcJie u xaotnueckuit (Solé, Bascompte, 2006).

B ocnoBy mozenu bueprona-Xonrta (Beverton, Holt, 1957) nonoxen
JIPYrod TUIl KOHKYPEHTHBIX OTHOIIEHUH - «COCTA3aTeIbHAsD KOHKYPEHIUs (aHII.
contest competition, mepeBoj TepMUHa B3AT u3: buron, Xapmep, TayHncenn, 1989),
Opu KOTOpPOM mMoOeauTeNb TMOJdydaeT JUMHUTUPYIOIIMN pecypc MOIHOCTHIO,
npourpaBmmii ke He momydaer HuYero (Den Berg, Rossing, Grasman, 2006;

Brannstrém, Sumpter, 2005).

aN(t)

NE+1) = 1+DN(D)

)
B otoii momenmm N(t + 1) pacrer ¢ pocrom N(t) mo ompeneaecHHOTO
npejena, mocie 4Yero BIXOAUT Ha cTanuoHap (puc. 2).

Mogens buBeprona-XonTa SBIIETCA YaCTHBIM CIIy4aeM MOJENA Xaccems

(Hassell, 1975):

aN(t)

N(t+1) :(1+b—N(t))C (10)

KpuBasi 3anac-nomnojHeHue Uisi MOJENu Xacceds npu ¢ > 1 Tak ke, Kak U B
Mozenu Pukepa, MMEeT MAaKCMMaJbHOE 3HA4YE€HHE, IO JOCTHXKEHHH KOTOPOIro ¢

poctom N(t) 3nauenue N (t + 1) ymensinaercs (puc. 2).

O6o06mennas monenb Jlepuzo (Deriso, 1980) npu pa3inyHbIX 3HAYEHUIX

HapaMerpa ¢ IpUHUMAaET GOPMBI OIUCAHHBIX BBIIIE MOJIEIICH:

1
N(t+1) =aN(t)(1—bcN(t))* (11)
Ilpu ¢ = —oo N(t + 1) = aN(t) moaens ManbTyca

Ilpuc=-1 N(t+1) = % Mmoienb buBeprona-Xoinra

Ipuc = 0N(t +1) = aN(t)e P ® yopens Pukepa

Mpuc = 1 N(t + 1) = aN(t)(1 — bN(t)) noructuueckoe oToGpaKeHUe
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Bce onucanHple BbIIE KOHUENTYAJIbHBIE MOJEIN  IOMYJISALUOHHON
JTUHAMHUKHA pPAacCMaTPUBAIOT OJWMHOYHBIC MOMYJANMU 0e3 ydeTra BO3PACTHOU H
MOJIOBOM CTPYKTYpPBI, TPOCTPAHCTBEHHOI'O PACIPEACICHUS W MEXKBUI0BOIrO
B3aMMO/ICHCTBHS.

2.6.2. Monenn MEXBUIOBBLIX B3aUMOIEHUCTBUU

MexBHU10BbIE B3aUMOJEHCTBUSA B 3KOJOTHH MOXHO YCIOBHO pa3OUTh HA TPU
OCHOBHBIX THUIIA!

1) B3aumopeicTBUs, TE€M WM HMHBIM O0O0pa3oM BBIFOAHBIE U BCEX
B3aMMOJEHCTBYIOMUX BUAOB. K 3TOMy THITy OTHOCST OOMUTaTHBIN CUMOHMO3 WIIH
MyTaau3M  (COBMECTHOE  CYILIECTBOBAaHME  B3aMMOBBITOJIHO,  pa3/ieibHOE
CYILIECTBOBAHHE HEBO3MOKHO) M MPOTOKOOIEpanuio ((pakyabTaTUBHBII cUMOUO3,
IPU KOTOPOM COXKMTEIBCTBO BBITOJHO, HO HE 0053aTENbHO);

2) BzaumopeicTBus, ©IpU KOTOPBIX OJHA W3 CTOPOH IOJIy4aer
3HAUYMTENbHYK0 IIOJIB3Yy, a JApyras — BpeEd, HalpuUMep, XUIIHUYECTBO WIIN
[Iapa3suTHU3M;

3) BzaumopeicTBUsl, HEBBITOJIHBIE BCEM  CTOpPOHAM,  HampuMep,
KOHKYpEHLUsI 3a OO0IIMe pecypchl MM ajenonaTus (B3aMMHOE IOJaBJICHHUE,
BBI3BAaHHOE CAMUM IIPOLIECCOM KU3HEESATEIbHOCTH OPraHU3MOB).

Kpome Toro, y4uthiBaloT 0OCOOBIE€ THIBI B3aUMOJCHCTBUI: B Cllydae
KOMMEHCaJIM3Ma OJIHA U3 CTOPOH IOJIy4YaeT BBITOMY, a B ClIy4ae aMEeHCaJIM3Ma OJ(HA
U3 CTOPOH IOJY4YaeT BpEeI, IPHU 3TOM Apyras CTOPOHA IPU KOMMEHCAIU3ME WU
aMEHCAJIN3MeE He IT0JIy4aeT HUA BBITOJbl, HU BPEAA.

Hcropust MOAEIMPOBaHUS B3aUMOICHCTBYS MOIYJIAIMI HaYal0Ch C MOJEIH
B3aMMOJICUCTBUSl THUIA «XUIIHUK-)KEPTBa». OJTa MOJEIb OblJa HE3aBUCUMO

paszpaborana A. Jlotkoii (Lotka, 1925) u B. Bonsreppoii (Volterra, 1931):

dx
o = ax - bxy
Y — _cy +dx (12)
Y y
I'me x — T™JIOTHOCTH TOMYJISIUU KEPTBHI U ) — IUIOTHOCTH TOMYJISIIAH
XUIIHAKA, @ — KOI(POUIUEHT Pa3MHOXKEHUS MOMYJISIUUA KEPTBHI B OTCYTCTBUE
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XUIIHUKA, b —yJenbHas CKOPOCTh TMOTPEOJICHHUS TMOMyJIAnrued XHUIIHUKA
HOMYJISIUMKM  JKEPTBbI MpPH E€AUHUYHOM IUIOTHOCTH O0€uX NOMyJsiuMid, ¢ —
€CTECTBEHHAss CMEPTHOCTb XMIIHHMKA, d/b — Ko3ppuuueHT nepepadoTKu
NOTPeOICHHONM XUIITHUKOM OMOMAacCChI )KEpTBBI B COOCTBEHHYIO OroMaccy.

Mognenp  B3auMOJEHCTBUM  THNA  «XMUIHUK-)KEPTBAa» OCHOBaHA Ha
CIEIYIOIINX MPUHIUTIAX:

1) YuCIEHHOCTHh MOMYJISILIMU KEPTBBl YBEIUUMUBAETCA 10 SKCIIOHEHTE, €CIU
HEeT XWIIHUKA, a YUCIECHHOCTh MOMYJSALNN XUIIHUKA CHUKACTCS MO IKCIOHEHTE,
€CIIM HET KEPTBHI;

2) 3a eIMHUIly BPEMEHM XMILIHUK BbIENAET TAKyI0 BEJIUYMHY IONYJISLUU
KEPTBBI, KOTOpasi JIMHEHHO 3aBHCUT OT IUIOTHOCTH TMOMYJSAIWN XUIIHUKA WU
KEPTBBI;

3) 6uomacca KepTBBI MPU MOEIAHUU NPEBPALLAETCS B OMOMAcCy XUIIHHMKA
IPONOPIMOHATFHO HEM3MEHHON KOHCTAHTE;

[Ipy 3TOM HET HUKAaKuX MPOYUX (PAKTOPOB, BIMSIOIIUX HA YHCIECHHOCTbH
XHIIHUKA U )KEPTBBI.

B Ge3pa3zmepHbIX TEpeMEHHBIX CUCTEMa YPAaBHEHU MPUHUMAET BU/L:

Z—u =u(l-v)
dvT (13)
-~ = yv(u—1)

I'me u(r) = %x(t), v(t) = Zy(t), T=at,y = 2

Cuctema wumeetr nBe HenoaBuxHble Touku: (0, 0), (1, 1), To ecTh
PABHOBECHOE COCTOSIHHE C IOCTOSIHHOM YHWCJIIEHHOCTBIO XHWIIHUKOB M XepTB. B
pe3yJibTare OTKJIOHEHHS OT CTAl[MOHAPHOTO COCTOSIHUS B CHCTEME MOTYT
MOSIBUTHCS HEYCTOMYMBBIC KOJIEOAHUS YHCIIEHHOCTH (puc. 3).

CrarmoHapHble 3HAUYCHUS ISl YUCICHHOCTCH XHWITHUKOB M JKEPTB PaBHBI
JU1s1 HEe00e3pa3MEPEHHBIX MEPEMEHHBIX:

Xp =d/c

Yer = a/b
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Pucynok 3. Konebanusi miaoTHOCTH >KepTBbI U(T) (CIUIOIIHAS JIMHUA) U

MJIOTHOCTH XUIlHUKA V(T) (tuTpux-nyHkTup) npu y=1, u(0)=1.25, v(0)=0.66.

[IpuHIMnIMaTbHAS BO3MOXXHOCTh CYIIECTBOBAHUS SHJOTCHHBIX KOJeOaHU B
CHUCTEME JBYX BHUJOB CTajla HauOOJIee€ M3BECTHBIM pE3yibTaToM padot JIoTku u
BonwsTeppol. B cuity HEeyCcTOWYMBOCTH MOJIEb HE MOXKET ObITh UCIOJIb30BaHA JIJIs
NpeACKa3aHusl YMCICHHOCTH, OJJHAKO OHA TMO3BOJISIET CJeiaTh KaueCTBEHHbIN
HETPUBUAIBHBIA BBIBOJ, OO0 YMEHBIICHUH CPEIHEr0 4YHCIa XUIIHUKOB U
YBEIIMYEHUHN CPEHETO YHCia JKEPTB NPU PABHOMEPHOM MPOMOPLHHUOHATIBHOM
YUCJICHHOCTH HCTpPEOJICHHH 000WX BHUIIOB. DTO YTBEpPXKICHHUE HOCUT Ha3BaHUS
npuHina BoasTeppsl u noareepxkaaerca Hadmoaenusmu (bparycs, HoBoxuios,
[Imatonos, 2010).

B wmomenu  Jlotku-Bonbrepper  (12) nOpenmonaraeTcs — JIMHEWHBIN
(GYHKIIMOHANIBHBIM OTBET — MPSIMO MPOMOPIMOHANIBHAS 3aBUCUMOCTh CKOPOCTH
noTpeOieHHs] MU OT €€ YUCIAEHHOCTU. CyIIECTBYIOT TaK Ke€ MOJCIH «XUITHUK-
KEPTBa» C JAPYTMMH TUNaMu (DYHKIIMOHAIBHBIX OTBETOB: Mojieib Po3eHiiBeiira-
MakAprypa (Rozenzweig-MacArthur, 1963) c runepooInIecKuM

(GyHKIIMOHATBHBIM OTBETOM:
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dx—rox(l——)—ﬂ

dat K d+x
(14)
dy cxy
E =0 oY + Xd+x

VYpaBHEHHE U1l XMITHUKA MOKHO apaMeTpU30BaTh NHAYE:

= (-t ) (15)

31ech L — CKOpPOCTh MOTPEOJICHUSI MUIU, HEOOXoaumasi JJis BBIKUBAHUS
XUIIHUKA. MoJenb JEeMOHCTPUPYET CTAMOHAPHBIM PpEXKUM U yCTOMYUBBIN
npenenbHbii UK. Konebanus nosBistoTCs Npu COOJII0ICHUH HEPABEHCTBA!

d/k <(c—mw/(c+p.

CHrMOMIaIbHbIH (PyHKIMOHAIBHEIH OTBET paccMaTpHUBaeT Mojens Momsuca

(Yodzis, 1989):

dx x cx?
e

dt d2+x2
dy Cny x (16)
E o —50}/ + Xd2+x2

OynkuuoHabHBIM 0oTBeT B (opme benmunrrona (Beddington, 1975)

npenactasiieH B Mojenn e Amxkennca (deAngelis et al., 1975).

dx rox (1 x) cxy

Z =y, _Xy_ ey

dt K d+by+x
4 g (17)
2= 6y + X
dt 0 d+by+x

Junamuka mojenu e Anxenrca OJu3Ka K JuHaMuKe Mojenu Po3enieiira-
MakAprtypa, HO C MEHBIIEN BEPOATHOCTHIO BO3SHUKHOBEHHUS KOJIEOaHUH.
B monenu bassikuna (bassikun, 1974) runepOonuueckuii yHKIIMOHATBHBIHN

OTBCT COYCTACTCA C CAMOOIPaHMYCHUEM B YPABHCHUUN JId XUIITHUKA!

dx _ X cxy

dt rox (1 B E) o d+x (18)
L~ gy — 81y% +
ac oY T 1y? X aix

B ToM ciydae, ecny MIOTHOCTH MOIMYJSLUUUA KEPTBbI JOCTATOYHO BBICOKA,
MBI PUXOAUM K JIOTUCTUYECKOMY YPAaBHEHUIO JUIsl XUITHUKA. [[MHaMUKa cCUCTEeMBbI
baspikuHa emie Oonee peryisipHa: s BO3HUKHOBEHUS KOJICOAHUN TTOMUMO
YCIJIOBUI, ONIpeieNIeHHbIX MOJIeNbio Po3eniiBeiira-MakApTypa, HE0OOX0IMMO TaKKe

9TOOBI KOAPPUIIUEHT CAaMOOTPAHUYEHUS 01 OBLIT TOCTATOYHO MaJl.
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PaccMoTpeHHBIC BBINIE MOJCIH B3aWMMOJCHCTBHSI TOMYJISIUNA IO THITY
«XUIIHUK-KEPTBA» SBJISIIOTCS HEMPEPBIBHBIMU U TIPEACTABISIOT COOOM CHUCTEMBI
mudpepeHInanbHbIX  ypaBHEHUH. MOJEIN CHUCTEMBl  «XO3SHH-TIAPA3UTOU,
HECMOTPST Ha CXOXECTh C MOJICISIMH CHCTEMbI «XHIIHUK-)KEPTBa», OOBIYHO
bopMyIUPYIOTCS B BUJIE TUCKPETHBIX Pa3HOCTHBIX YPaBHCHUIA.

dynnamentanbHas mojenb Hukoncona-beitmm (Nicholson, Bailey, 1935)
XapaKTepU3yeTCsl HEYCTOMIMBBIMU PACXOISIIIMMUCS KOJICOAHUSIMU

N¢y1 = Neexp(ry — aPy)
Py = Nt(l - exp(—aPt))

BGI[I[I/IHFTOH I[O6aBI/IJ'I CaMOOI'PaHUYCHUC B YPABHCHUC TUMHAMUKHU IIJIOTHOCTH

(19)

X031MHa, CKOMOMHUpoBaB wMmojenb Hukoncona-beitnn ¢ wmonpenbio Pukepa

(Beddington et al., 1975)

N¢yq1 = Niexp (ro (1 - %) — aPt)
Py = Nt(l - exP(_aPt))

Mopens benaunrrona (20) B 3aBUCHUMOCTH OT IapaMeTPOB peaTU3yeT

(20)

MHOKCCTBO JUHAMHUUYCCKUX PCIKUMOB! CTaI_[I/IOHapHBII\;I PEIKHUM, HpGI[GJ'IBHBIfI IHKII,

KBa3UIEPUOJINUYECKUNA PEXKUM U Xa0C.

2.6.3. PacnpeneneHable MOJIEIN

B paccMOTpeHHBIX BbIlIE MOAENSIX MPEANOJArajJoch, YTO IUIOTHOCTh
NOMYJISILMKA OJMHAKOBA BO BCEX TOYKAX MPOCTPAHCTBA, TAKUE MOJIETU HA3bIBAIOT
TOYEYHbIMU. B TOM cilydae, €cCiaM IJIOTHOCTh NOMYJSILUM HE YCIEBAET
BBIPABHUBATHCS, HEOOXOJIUM YUYET MPOCTPAHCTBEHHBIX 3(hPexToB. B muckpeTHbix
MOJENSAX TOSBISIIOTCS OOMEHHBIE WIEHBl, a B HENPEPBIBHBIX MOJEIAX —
IPOU3BOJHBIE IO MPOCTPAHCTBY, U MOJENb CBOJUTCA K CHCTEME YPABHEHUH B
YaCTHBIX IPOU3BOJHBIX. TaK1e MOJENIN HOCAT Ha3BaHUE PACPEICICHHBIX.

Hapumep, Mogenb «XUITHUK-KEPTBA» B TOM CITydae, €ClIu MUTrpalus ocooei

HOCHT HGHaHpaBJIeHHBIﬁ XapaKkTep, IPpUMCT BU!
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dx d?x
— =ax — bxy + D, —
dt y 1 g2

o —cy+dxy+D2dZ—x .
dt dr?

D,, D, — ko3¢ dunuentsr nuddy3un.

B pa6ore (Chow, Tam, 1976) nmoka3zaHo, 4TO B TaKOW CUCTEME IIPU YCIOBUHU
HEOTPAaHMYEHHOCTH apeana OOWTaHMS MOTrYT BO3HHMKATh pEIICHHUS B BHJIE
JIBIDKYLIUXCS BOJH. B TOM ciywae, eciaum xeptBa He wmurpupyer (D;=0),
MOSIBJISIIOTCS TUKU TUIOTHOCTH MOMYJISIIIUKM XUIITHUKA U KEPTBBI HA (POHTE BOJIHBI,
a 3a e¢ (POHTOM IUIOTHOCThH TOIYJSAIUN OMU3Ka K KOHCTaHTE. TakWe «BOJIHBI
MOTOHU U OETrCTBa» MOBTOPSIOTCS B PA3IMUHBIX O0JACTSIX MPOCTPAHCTBA B pa3HbIC
MOMEHTHI BpeMeHu (puc. 4, 5). [Ipu 3HaunTENBHO MPEBOCXOALIEH MOABHKHOCTU
XUIIHAKOB TI0 CPAaBHEHUIO C TIOJIBIJKHOCTBIO JKEPTB MOTYT (hOPMUPOBATHCS

AUCCHUIIATUBHBIC CTPYKTYPbI — IMPOCTPAHCTBCHHO-HCOAHOPOAHBLIC CTALIMOHAPHLIC

pacmpenenenus mIoTHocTH nomyJisinuid (Segel, Jackson, 1972).

'

2,0

0,0 -
it 10 15 20 25 30 T

Pucynox 4. Pacnpenenenue mioTHOCTH MOMYJISIIMM XUITHUKOB (2 U KEPTB

¢1 B mpoctpanctse (nepemennas x) (Chow, Tam, 1976).
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Pucynok 5. PacnipeneneHre mioTHOCTY MOMYJISLANA XUIIIHUKOB (2 B IPOCTPAHCTBE
(X) B pa3jM4YHbIE MOMEHTBI BPEMEHH B CIydyae MaJlOil MOJABHUKHOCTH >KEPTB —

BosHa ntoronu (Chow, Tam, 1976).

2.6.4. Monenu ¢ V4ETOM BO3PACTHOU CTPYKTYPHI NOVJISITUU

Yacto oauH BUJ HE MOXET OBITH JIOJKHBIM OOpa3oM CMOJIETUPOBAH Kak
OJlHa TOMyJsUUs, M Jy4lle paccMaTpUBaTh €ro Kak CTPYKTYpPHUPOBAHHYIO
MOMYJISIIIAI0, B KOTOPOH 0coOM paszieseHbl Ha Kiacchl wim dtansl (Briggs et al.,
2010). Hampumep, B ONHMCAHHBIX BBIIIE MOJCISAX THUINA «HEPECTOBBIM 3amac —
NOMNOJHEHUE» IO/l HEPECTOBBIM 3allacOM IMOHUMAETCs I10J0BO3peNas 4YacTh
HOMYJISIIMM, a MOJ TOIOJIHEHWEM — BIEpBbIEe HepecTsmuecs ocodu. B umcrom
BUJIE TAKOW MOAXOJA MPUMEHUM TOJBKO K TEM BHJaM DPbIO, Y KOTOPBIX HEPECT
MPOUCXOJUT OJWH Pa3 B XKU3HU (HAIPUMEP, JTOCOCEBbIE). BOJIBIIMHCTBO k€ PBIO
CIIOCOOHBI K MHOTOKPATHOMY HEPECTY U UMEIOT CII0KHYIO BO3PACTHYIO CTPYKTYPY
nonyisiuud. [H. Monacteipckuit  (1949), mnpoaHanu3upoBaB CTPYKTypy
HEPECTOBOM YacTH NMOMYJISILHUH, BbLAEIWI TpU THnA. EciM Bcs HepecToBas 4acTh
NOMYJISILUK COCTOUT U3 0CO0€H, HepecTAIUXCs BliepBble, MOHACTBIPCKUN OTHOCUT

€€ K IepBOMY THITy. TakoW THI HEPECTOBOM MOMYJISALIMU XAPAKTEPEH JJIsI MHOTHX
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JOCOCEH M HEKOTOPbIX OBIYKOB. {1l MOMyJsIUi BTOPOro TUIIA M TPETHETO THIIA
XapaKkTepHO HaJIM4He 0CcOoOeH, HepecTAIIMXCsS MOBTOPHO, TO €CThb ocTarka. Jlis
NOMYJISIUMKA BTOPOrO THINA KOJMUYECTBO OCOOEH B OCTATKE HEPECTOBOIO CTaza
MEHbIIIE KOJUYECTBAa OCOOEH, HEpEeCTSIIMUXCS BIEPBbIE, TO €CTh IOMOJIHEHHUS.
[Tpumepom peIO ¢ HOMyJSILUSIMH BTOPOTO THUIIA SBISIOTCS MHOTHE cenbau. Jis
TPETHErO THIIA XapaKTEPEeH HEOOIbIION pa3Mep MOMOTHEHHS TP MPEBOCXOISIIEM
ero ocratke. [[ns pei® 3TON TpymIbl TUIMIUYHO JOCTHXKEHUE MOJOBOM 3PEIOCTH B
JIOBOJIbHO OOJIBIIIOM BO3PACTE U CIIOXKHASI CTPYKTypa MOIYJISIUU, OObIIasi 4acTh
KOTOPOM M OTHOCHUTCSI K OCTAaTKy M MOKET COAEpKaTh OOJIbIIOE YMCIIO CTaphbIX
0co0eil. DTH NOMYJSALHMUA MOTYT COAEPXKaTh PblO, HEPECTSIIUXCS €XKETOHO, WIIH,
HA000POT, HEPECTALIUXCS Pa3 B HECKOJIBKO CE30HOB (UTO XapaKTEPHO ISl MHOTHX
OCETPOBBIX).

CnoxHasi CTpyKTypa pbIOHOM MOMYJSLUH 3aTPYJHSET OLIEHKY pPBIOHBIX
3amacoB, T.K. B OCHOBHOM METOJIbI OIPEAETICHHs YHCIEHHOCTH U OMOMacChl pbi0
SBIISIFOTCS KOCBEHHBIMU M JIAIOT OTHOCUTENIbHbBIE MOKa3aTeau (moJpoOHBIA 0030p
MeTo/10B yuera cM. B Kuraes, 2007).

HepecToBslif 3anac MOKeT OBITH OIIEHEH 0 KOJIMYECTBY IIJIABAIOIIEH UKPHI C
y4€TOM COOTHOIIEHHUS M0JIOB U cpeHel mioaoButoctu caMok (Kaunna, Cepreesa,
1978; ®danees, 1999). AHanornyHelii METOJ TAKXKE NPUMEHUM JJIsl y4€Ta JOHHOU
ukpel. Hanpumep, B paborax (Treasuter, 1983; Newsome, Aalta, 1987) Obuia
IIPOU3BE/ICHA OLIEHKAa KOJWYECTBA HMKPBl OKYHsI C HCIIOJIb30BAaHUEM BOJOJA3HOU
TeXHUKU. HenocTaTku 3TOro Meroja CBA3aHbl ¢ OMMOKaMU B MOACYETE UKPUHOK,
OLICHKE IUIOJJOBUTOCTH M COOTHOLIEHUS I10JIOB.

[IpoMBICIOBYIO YacTh MOMYJISIHMMA MOXHO OLIEHUTH IO YJIOBY Ha €IUHHUILY
wiomaau. BbUIoB pbIObI MPOU3BOAUTCS TPAJIOM, 3aKUIHBIM HEBOJIOM WM CEThIO
Ha omnpezesieHHoN iomaau. [Ipu 3ToM BakHO IPaBUIBHO OLIEHUTH KO3 (PUIIMEHT
yJIOBUCTOCTH opyaus JyoBa (cM. Hanpumep IleunukoB, Tepemenkos, 1984).
Meuenue ppIObl IIHPOKO HCMONB3YETCS JUIsl  ONpEAENCHUS YHUCIEHHOCTU
NoMyJsiuui pbl0, KOADPHUIMEHTOB YIOBUCTOCTU OPYAMM JOBA, BBLDKMBAEMOCTH U

BbUIOBAa (Hampumep, Puxep, 1979). Ilpu npumeHeHMHM MeTOAA MEUYEHUA U
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NOBTOPHOTO  BBUIOBA BO3MOXHBI  OIIMOKH, BBI3BAaHHBIE HEPABHOMEPHBIM
pacrmpesieieHueM MEUYEHBIX pblO, MOTEpPU METOK W Ap. Kpome Toro, mpu BbUIOBE
MO>XHO YY€CTb TOJBKO Ty YacTh MOMNYJIALIMH, KOTOpas YJABJIMBAECTCS OPYAUSIMU
JIOBa.

Y4Y€T pbIOBI TUIPOAKYCTHUECKMM METOJOM IO3BOJISIET OLIEHMBATh TO, KaK
pBIOBI  pachpenensioTcss B NPOCTPAHCTBE, KaK B BEPTHKAIbHOM, TaK U B
FOPU30OHTAIBHOM  HAllPaBJICHUU (Ky3Hnenos, 2013). JlononHuTENbHO,
TUAPOAKYCTUUYECKHE METO/Abl NPUMEHSIOTCS Il OLEHKM M MOHHUTOPHUHIA
napaMeTpoB CETEH, TPaJOB W JPYIHX MPHUCIOCOOJICHUM A OTJIOBAa PHIOBI
(Ky3nemnos, [Tonstauuko, ¥Y6apuyk, 2015).

[IpsiMble jke METOIbI, TAKHE KaK CIyCK 03€pa, UCIOJb30BaHUE UXTUOLUIOB U
B3pBIBUATHIX BEIIECTB, HE MPUMEHUMbI B OOJILLIIMHCTBE ClIy4aeB. Takue METO[bl
HEJb34 MCIOIB30BATh I 03€p B MPUPOAOOXPAHHBIX 30HAX WIIM HEIleJIeco00pa3HO
UCIIOJIb30BaTh B TOM CJlyyae, €CJIM OLEHKAa IMPOBOJMUTCS C LEJIbI0 COXPaHUTH
uxTruodayHy WIH CyIIECTBYIOIIMEe OuoueHo3bl. [IpsMble MeToAbl HMEIOT
TEXHUYECKUE OTpaHUYCHMS K TPUMEHEHUIO B KpymHbIX 03épax (Kocroycos, 2008).

BrniepBbie Bo3pacTHasi CTpyKTypa pbhIOHONM MOmMysisuuy Oblla yuyTeHa IpU
COCTaBJICHMH Mojenu Hamum cooTedyectBeHHMKOM .M. bapanossim (bapanos,
1918). On npennosaran, 4YTO € KaXKIbIM T'OJOM YHMCIEHHOCTbh KOHKPETHOTO
MOKOJICHUS pbI0 YMEHBILIAETCS COIVIACHO YPABHEHHIO:

N(t) = Nye™%t, (22)

I'ne Ny — HavanbpHasi YHUCIEHHOCTb, t — BpeMs, Z — CKOPOCTb BBIMHUPAHUS

PHIOBL.
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tgo=Z

Pucynox 6. a) JluHaMuKa 4YHMCICHHOCTH MOKOJEHHUS COTJIACHO YpPaBHEHHIO
bapanoBa, 0) nuHEHHOE CHUXKEHUE Jiorapudma YUCICHHOCTH MOKOJIEHHS C

BO3PaCTOM.

KpurBas BeDKMBaHUS UMEET BUJ HUCXOJSALIEH 3KCIIOHEHTHI U IMOKa3aHa Ha
pucynke 6. B ToM ciyyae, ecinu momyJssnMs cTaOWiIbHA, TO 3Ta KpuBass OyjaeT
OTpa)kaTb HE TOJIBKO JMHAMUKY YHCJIEHHOCTH OJIHOIO TIOKOJIEHHUS, HO U
BO3PACTHYIO CTPYKTYpY Bceil momysiiuu. Ecnu nponorapugmupoBaTh ypaBHEHHE
bapanoBa moly4uMM JIMHEHWHYIO 3aBUCUMOCThH Jiorapudma YHUCIEHHOCTH OT
BO3pacTa (puc. 60). YcuneHue npomseiciia IpU YCIOBUU COXPAHEHMS YUCICHHOCTH
mosionn (Ny) OyAyT IpUBOAUTH K YBEIMYCHHIO YTjla HakJIoHa mpsimoil. bapanos
CUYUTaJ, 4TO dKOHOMHYECcKass 3((PEKTUBHOCTh TMPHU IMEpPesOBE CHU3UTCS ObICTpee,
YeM TMOSBHUTCS yIrpo3a CYLIECTBOBaHMIO mnonyisauuu. Ilpu «nmepenoBe mo
MONOJIHEHUIO» BPEMEHHO W3MEHUTCA BO3PACTHAs CTPYKTypa MOMYJISIUHU, MOCIIE
yero oHa crabwiusupyercs ¢ Oonee Hu3kuM 3HadeHweM In(Ny). B mogenu
bapaHoBa mnpexamnonaraercs, 4ro CMEPTHOCTb JJI BCEX BO3PACTHBIX TIPYIII
OJIMHAKOBA.

Haunboniee mpocToil Moz€npl0, NPUHUMAIOMIEH BO BHHUMAaHHUE Pa3Iu4HYIO
CMEpPTHOCTH ISl pa3HbIX BO3PACTHBIX IPYII, SIBJSETCS MaTpU4Has MoAenb Jlecnu

(Leslie, 1945). Ilomynsiiiun B STOM MOJENHM MPEACTABICHBI HECKOJIbKUMU
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BOSp&CTHBIMI/I KOFOpTaMI/I, B Ka)KI[LIﬁ MOMCHT BpCMCHI/I YUCJICHHOCTH HOHYJ'IHHI/II/I
OIINCHhIBACT BGKTOp-CTOJ'I6eLI§
x1(t)
X = |2 (23)
X ()

KosmruecTBO MOTOMKOB Ka)J0Ml BO3PACTHOM TPYIIBI MPONOPLHOHAIBHO
YUCJIEHHOCTH JTOM TPYIIbI, IIPX OTOM IIOTOMKHM BCE€X BO3PACTHBIX TIPYIII
MOMNAIAI0T B MIIAJIIIYIO Tpynmy. Takxke nepexoi U3 oJHON BO3PACTHOM KOTOPTHI B
JIPYTYI0 COMPOBOXKIAETCSI BBIMUpPAHHEM yacTu ocoOeil. Ilepexon momymnsuuu u3
OJHOI'O COCTOsHHA B pryroe HpOI/ICXOI[HT B I[I/ICerTHI)Ie MOMCHTBI BpeMeHI/I 41

OIMKUCBIBACTCs ManHHGﬁ rnepexoga:

i £ e fn
d, 0 0 0

24
0 d 0 0 4)
0 0 dn—l 0

3neck, fi — kKodhPuuMEHT pokKIAEMOCTH i-OM BO3pACTHOM rpymnbl, d;j < 1 —

KOA((PHUIMEHT BEDKUBAEMOCTH TIPHU MEPEX0Jie OT BO3PACTHOM TPYIIIEI j K TPYIIIEe
jt+i.

B mopenu Jlecnu mpenmosiaraercsi, 4To JJIUTEIBHOCTh KAXKIOW CTaguU IO
MPOJOJDKUTEIPHOCTH paBHA Iary MOJENIHW, a BCE OCOOM BBIMHUPAIOT IO
JOCTHKEHUIO MPEAEIBbHOTO BO3pacta n. Pa3nmuyHas [IMTENbHOCTH CTaqUi
pa3BUTUA MOXET OBbITh peaau3oBaHa IyTEM NPEJAOCTABICHUS YacTH ocoOei
BO3MO>KHOCTH OCTaBaTbCsl Ha JAHHOM CTaguW pPa3BUTHUS €IIE€ HAa OAUH IIar Mo
Bpemenu (Lefkovitch, 1965). Marpunia nepexona npu 3TOM HUMEET HEHYJIEBbIC

(0 <1< 1) AJIEMEHTHI 110 TMaroHaIM U Ha3bIBaeTcs Marpuleil Jlepkosuya:

it o - In
d1 &) 0 0

0 dz Tn-1 0

0 0 dn—l Th

[Ipu TakoM MOIX0Ie B MOJEIU COACPKUTCA apTe]akT, 3aKITFOYAIONTUNCS B

(25)

TOM, 4TO HUMCCTCsA 4aCTb OCO6€ﬁ, JKUBYIIUX B CT&,ZII/II/Ij OCCKOHEYHO JIUTCIBHOC

BpeMS.
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[Ipn nanpHEWIIEM pa3sBUTHM MATPUYHOIO NOAXOJA B MATpHIy IEpexona
Obula J100aBjieHA BO3MOXXHOCTb HAJIM4Usl HEHYJIEBBIX 3HAUEHUH  HUXKE

nmourraroHanu 0 < ll-j <li—j=2:

it fa - In
d1 T 0 0
26
l31 d, 11 O (26)
lnl lnz dn—l T

OTO JaeT BO3MOXKHOCTb BKJIIOUHUTH B PAaCCMOTPEHHME BHUbI, CIIOCOOHBIE K
IOPOIYCKY  ONpEACNCHHbIX  CTaJuidl  OHTOr€He3a U MPOrPECCUBHOMY
anbTepHaTuBHOMY niepexony (Logofet, 2008). MaTpuiibl Takoro Tumna Ha3blBarOTCS
matpuiiamu Jlorodera. B HacTosiiee BpemMsi MATpUYHBIN MOIX0]T UCTIOIB3YIOT MPU
MOJICIMPOBAaHUMU JMHAMUKHU monyisiiuil pactenuit (Jloroger, 2011), ®UBOTHBIX
(bakanes, 2012; Li, 1994) u xoukypupyromux BuaoB (benosa, 2009). MaTtpuunbie
MOJIENI HUCIOJB3YIOT, B TOM YHCIE, W JUIsl MOJEIUPOBAHUS JAUHAMHUKUA PHIO.
Hampumep, B pabore (Brewster-Geisz, Miller, 2000) matpuunsiii (opmanuzm
UCIIOJI30BAaH MPU MOJECIMPOBAHUN MTOMYJISAIINU MTECYAHBIX aKyJl.

Mopenu, y4uTHIBAIOIIME BO3PACTHYIO CTPYKTYpPY MOMYJSLHUU CTaHOBATCS
NOMYJISIpHBI U B MpoMbIciioBol mxtuosnoruu (Tahvonen, 2010). OMnupuyeckue
(bakTbl, TOJy4eHHbIE CIIENUATUCTaMu B oOnactu peioHOro mpomeicia (Conover,
Munch 2002, Anderson et al., 2008) moka3pIBalOT, YTO yBEIMYCHHE IABICHUS
yJIOBa BBI3BIBAET PA3JIMUYHbIE CUCTEMAaTHUUYECKUE W3MEHEHUSI BO BHYTPEHHEU
CTPYKTYPE 1 3BOJIIOLMH MOy JISLIHA.

B pabore (CyxanoB, 2001) mpencraBieHa Mojeidb, KOTOpas YYUTHIBACT
BO3PACTHYIO CTPYKTYypy. OTa MOJieJb pa3padoTaHa [UIsi HECKOJIbKUX THUIIOB
NOMYJISIUMKA B 3aBUCUMOCTH OT JUIMTEIbHOCTH MPOMBICIOBOIO CE€30HA, CPOKOB
co3peBaHUsl U TUNa NMONOJHEHUs. OCHOBHOHN UEIbI0O MOJACIHUPOBAHUS SIBIISIETCS
IPOTrHO3MPOBAHUE YJIOBOB Ha 0a3e uHpoOpmaluu o0 yJIOBax M MX BO3PACTHOU
CTPYKTYpPE B IPEABITYIIUE TOJIBI.

B o030pe (Menmytkun, Jlrotukosa, 2015) mpeacraBiieH psan Mojeneu
JUHAMHUKA COOOIIECTB BHYTPEHHUX BOJAOEMOB (pPEeK U 03€p) pa3IUUIHOU
JeTaau3aui: OT MOJCIH H30JMPOBAHHON PHIOHOH MOMYJISITUA C BO3PACTHOM

35



CTPYKTYPOH IO CIIOKHBIX MOJIEJIEH, YUHUTHIBAIOIINX TIOMHMO HXTHOJOTHYECKOU
YacTH 9KOCHCTEMBI TUAPOJIOTHUECKYIO, TUAPOOHOIOTHYECKYHO u
THAPOXMMHUYECKYI0 YacTH. B OJHOW M3 TpEICTaBICHHBIX B paboTe Mojaenein
UXTUOIICHO3 PACCMATPHUBAETCS KaK CHCTEMa Pas3IMYHBIX TPOPUUECKUX TPYIIT C
nojApas3feieHueM 10 pa3sMepaMm puid (meTputodard, MeEIKHUe U KpPYIHbBIS
IaHKTOaru, MeJIKue U KpymHble OeHTO(aru, MeiaKue U KPYIHbIE XAITHUKN) 0e3
y4€Ta TOro, 4TO OJIMH W TOT K€ BHJ MOXET B 3aBUCUMOCTH OT BO3pacTa 3aHUMATh
pazHoe moJioxkeHue B Tpoduueckoi 1enu. B Oosiee aeTanbHON MOAEIM KaxKIas
Tpodudeckass Tpymma MpeAcTaBiIeHa HAOOPOM BHUAOB pbIO. Mojenb sBIsSETCS
WHMBUIYaJIbHO-OPUECHTUPOBAHHOM, T.€. KaXJas 0COO0b HMMEET OIpe/eleHHbIN
BO3pacCT M B 3aBUCIMOCTH OT HETO 3aHUMAET CBOE MECTO B TPOUUIECKOM IIETH.
NunuBunyansHo-opuenTupoBanubie monaenu (individual based models)
(Grimm, Railsback, 2005, Caplat, Anand, Bauch, 2008) sBnsroTcs npeneabHbIM
CIIy4aeM MOJIeJIeH, YIUTBIBAIOIIUX MOMYJISAIMOHHYIO CTPYKTYpY. OHH OMMCHIBAIOT
MONYJISITUI0O KaK COBOKYIHOCTh OCOOCH, Kaxkaas U3 KOTOPBIX HMMEET CBOU
XapaKTEePUCTHKH, KOTOPhIE M3MEHSIOTCS BO BpeMeHU. VHIMBUAyaIbHO-
OPHEHTUPOBAHHOE MOJICTUPOBAHUE MCIIOIB3YET MEJIBIN PSJT Pa3TMYHBIX ITOIX0JIOB,
TaKuX Kak TEOPUI0 UIp, OHBOJIOIMOHHOE MPOTPaMMHUPOBAHUE, DIIEMECHTHI
MYJIBTHATEHTHBIX WJIH CJIOXKHBIX CHCTEM, KJIETOYHBIE aBTOMAaThl, MeTOa MOHTe-
Kapmo. HemoctaTkom Takux mMojieneit siBiasieTcs 00IbI10e KOJIMYECTBO TPEOYIOMMX

orienku napametpoB (Breckling, 2002).

2.7. llpeacka3yeMocTh

[TporHO3bl  DKOJIOTUYECKON JUHAMUKA B HM3MCHSIOIIUXCS  YCIOBHSAX
npuoOperaroT Bce OoJblliee 3HAYCHWE W aKTyallbHBl JUIS IIUPOKOTO Kpyra
NepEeMEHHBIX, TAKMX KaK YHMCJICHHOCTb W paclpeiesieHHe BHUIOB, CTPYKTypa
coobiecTB U ’KocucteMuble mporecchl (Petchey et al., 2015). Ouenka Oymymux
COCTOSIHUHM W TMHAMHKH TOIYJISANNN, COOOIIECTB U SKOCUCTEM JIaCT BO3ZMOKHOCTD
O0onee >3(PQPEKTHUBHO TMJIAHUPOBATh CTPATETMU COXPAHEHUS, YIpaBICHUS U

ucrnoJib3oBanusl omonornueckux pecypcos (Clark et al., 2001; Spray et al., 2006;
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Tallis, Kareiva, 2006; Evans, 2012; Purves et al., 2013). Heo6xoaumMo noHUMATh,
KaKue CBOMCTBA M KOMIIOHEHTHI SKOJOTUYECKUX CHCTEM MOKHO MPOTHO3UPOBATH,
U Kakhe eCTh BO3MOYKHOCTH KOJIMYECTBCHHOW OIICHKH HEOMPEIeICHHOCTEH,
cBsI3aHHBIX ¢ 3TUMU nporHo3amu (Clark et al., 2001; Godfray, May, 2014). Kpome
TOTO,  TOYHOE  MPOrHO3MpOBaHHME  (T.€.  MPaBWIbHOE  MpPEACKA3aHHE)
paccMaTpuBaeTcs Kak mpu3Hak ycrenrHoi Hayku (Evans et al., 2012).

['Opu30HT SKOJOTUYECKOTO MPOTHO3a WM TOPU3O0HT MPEACKA3YEeMOCTH —
3TO TO BpeMs (WU JApyras XapaKTEPUCTHKA: MPOCTPAHCTBO, TEMIIEpaTypa,
(bUIOTEHETHIECKOE PACCTOSHUE), HA KOTOPOE MOTYT OBITh CHEJaHBbI JTOCTATOYHO
XOpOILIKE MPOTHO3bI. ['OPU30HT MpeICKa3yeMOCTH, KaK KOHIICMHIIUS, BOCXOIUT, MO
kpaiineit wmepe, k Jlopenuy (Lorenz, 1965), koTopelii mnucam O TOM, Kak
CIIOCOOHOCTh TPEACKA3bIBaTh MOTOAY CBSI3aHA C «KOJMYECTBOM BPEMEHH, Ha
KOTOpOE€ JeaeTcss MporHo3». Jlias KOJMYEeCTBEHHOM OLIEHKH TOPU30HTA
MPEICKa3yeMOCTH TPEeOYIOTCS: Mepa TOTO, HACKOJIBKO BEPHBIM M KAaueCTBEHHBIN
MPOTHO3, U TO, KAKOB MOPOT YPOBHS MPOTHO3UPYEMBIX BEIMYMH, BBIIIE KOTOPOTO
MIPOTHO3bI JOCTATOYHO KAYECTBEHHBIE, & HI)KE KOTOPOTO MPOTHO3BI HEAOCTATOYHO
KauecTBeHHbIC. JlalbHMIT TOPHU3OHT TMPOTHO3a YKa3blBA€T HA  BBICOKYIO
CITIOCOOHOCTh K ITPOTHO3UPOBAHUIO, OM3KUN — Ha 0oJiee ciadyro CIOCOOHOCTh K
MIPOTHO3WPOBAHMUIO.

O0630ppl W KOMMEHTAapUU ONTUMHUCTUYHO OIICHUBAIOT BO3MOXKHOCTb
MOATOTOBKHU TOJIE3HBIX JKOJoruueckux mporHozoB (Sutherland, 2006; Purves,
Pacala, 2008; Evans et al., 2013; Purves et al., 2013). Cpemu npumepos
YCHEIIHOIO0 MPOTHO3WPOBAHUS MOKHO Ha3BaTh IPOTHO3WPOBAHME BCIHBIIIEK
WH(EKITMOHHBIX 3a00JICBaHUH, IIPU KOTOPOM YAACTCS MOJYYHTh MPOTHO3BI HA CPOK
no 7 wepenb (Shaman, Karspeck, 2012). Psag moneneit nuHamMuKy TOMYJISIANA
(manmpumep, Brook et al., 2000), coobmiectB (Hanpumep, Wollrab et al., 2012;
Hudson, Reuman, 2013) u sxocuctem (Hanpumep, Harfoot et al., 2014; Seferian et
al., 2014) Ttaxxe AEMOHCTPUPYIOT XOPOUIUN MPOTHOCTHYECKHH TOTEHIIHMAI.
CymecTBYyIOT M MEHEE ONTHUMHCTHYHBIE TOYKH 3peHMs. bekamk ¢ coaBTopamu

(Beckage et al., 2011) yTBepxaatoT, 9TO SKOJOTUIECKUE CUCTEMBI UMEIOT HU3KYIO
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BHYTPECHHIOIO TIPEJCKAa3yeMOoCTh. B KauecTBe MpUYWH ATOTO aBTOPHI YKa3bIBAIOT
CJIOKHOCTB IKOCHCTEMBI, TPYTHOCTH B OIPEICICHUH SKOJOTUIECKON HUIIHM BUIA U
MOTCHIIMAIBHYI0 BO3MOYKHOCTh CO3/IaHHSI HOBBIX COCTOSIHUI CHCTEMBI (Hampumep,
¢ moMoItpio skonorudeckoil mmxkenepun). Cordeau et al. (Cordeau et al., 2009)
JAIOT CXOXKUHU CIMCOK TpyaHOcTel. Kpome TOro, »BONIOIMOHHOMY IPOIIECCY B
OPUHITUIIE MOXET OBITh TPHCYIIa XaOTUYHOCTh, YTO JOIMOJHHUTEIHHO
OTPAaHUYMBACT JIOJITOCPOYHYIO TIPEACKa3yeMOCThb dKosiorundeckux cucteM (Doebeli,
Ispolatov, 2014). Ecnu »T0 Tak, TO W3MEHEHMUS] B JKOJOTMYECKHUX CHUCTEMaX,
BBI3BAHHBIC AHTPONIOTEHHBIM W3MEHEHHWEM KiIuMaTa, OyayT TPHHIIMIHAIHHO
HenpeackazyeMmbiMu (Petchey et al., 2015).

TeopeTndyeckoe OTKPHITHE Xa0ca TAK)KE YCHIIMIO TIECCUMU3M B OTHOIICHHH
porHo3upoBanus. Jlaxke MOJTHOCTHIO JETEPMUHUPOBAHHBIE CUCTEMBI MOTYT UMETh
OUeHb OrpPaHWYEHHBIC TOPU3OHTHI MPOTHO3a W3-32 YPE3BBIYANHO BBICOKOU
YYBCTBUTEIHHOCTH JUHAMHUKA K MCXOIHBIM YCIOBUSAM. VI3MEHEHHS] YMCICHHOCTH
MOMYJISIKN JTa0OPaTOPHOTO BOJHOTO COOOIIECTBA MPOTHOZUPYEMBI TOJIBKO HA 15-
30 ngHeW wW3-3a XAOTHUYHOCTH JWHAMUKH, YTO HABOJWUT HA MBICIb, YTO
JOJITOCPOYHOE TPE/ICKa3aHue YHCICHHOCTH BUIOB MOXKET OBITH MPUHIIUIHUATHHO
HeBO3MOkHBIM (Beninca et al., 2008). Xaoc Takxke yCWUIMBaeT BIIMSIHUC
ciydaiinbix (akropoB (Ellner, Turchin, 1995) u game BcTpeuaeTcs B cuctemax c
OOJIBIIMM KOJIMYECTBOM U3MEPEHUH, TaKUX Kak dKkosiorudeckue cuctemsl (Turchin,

2003).

2.8. Xaoc

HaubGonpmuit uHTEpEC € TOUYKM 3pEHUST BO3MOXKHOCTH MpEICKa3aHUs
YUCJICHHOCTH  TOMYJISIUMM  MPEACTABISICT  JCTEPMEHUPOBAHHBIM  Xaoc  —
JTUHAMUYECKUN PEeKUM (QYHKITMOHUPOBAHUS CHUCTEMBI, KOTOPBIM XapaKTepHU3yeTCs
JE€TEPMUHUPOBAHHOCTHIO 5| OTpaHUYCHHOU MPEJCKa3yeMOCThIO.
JleTepMUHUPOBAHHOCTh MPEIOIaraeT, YTo M3MEHEHHE BO BPEMEHU COCTOSHUS
STOM CHUCTEMBbI OJHO3HAYHO OMNpEACISIeTCS AMHAMUYECKUMU 3aKOHaMH; 3TO

XapaKTCPHO TAKKC H IJII HCXAOTHUUYCCKUX, PCTYJIIPHBIX ACTCPMUHHPOBAHHBIX
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pexumoB.  OrpaHuYeHHas MPEACKa3yeMOCTh JETEPMHUHUPOBAHHOIO  Xaoca
SIBJIIETCSI CJIEJICTBUEM YYBCTBUTEIBHOCTH JETEPMUHHUPOBAHHBIX XAOTHUECKHUX
CUCTEM K HAuyaJbHBIM YCIOBHUSIM, & UMEHHO — CJEJCTBHEM SKCIOHEHIMAIBHO
ObICTpOro pazderaHus U3HAYAIBHO OJIM3KUX TPACKTOPUN B OTPaHUUYECHHON 00JIaCTH
dazoBoro npoctpancTsa (Lllycrep, 1988).

DTO O03HAYaeT, YTO IMpU MOMNBITKE MPEICKA3aTh YHUCIECHHOCTb MPHUPOIHON
MOMYJISIAN Jla)kKe HEOOJbINasi MOTPEITHOCTh B U3MEPEHUAX MOXKET MPUBOAUTH K
HEBEPHOMY pe3yJibTaTy B TOM CcClly4ae, €CJId HcclelyemMass CUCTeMa SBISETCS
xaotnueckorr (Kantz, Schreiber, 1997). Xaorudeckuii mpormecc ocTaércs
npeackazyeMbiM  (C IpHeMIIEeMOM  TOYHOCTBIO) B TEUEHHME TOPU30HTA
npeackazyemoctu (Lighthill, 1986), T.e. Takoro BpeMeHHOTO HHTEpBaia, 3a
KOTOpbIN (pa30BbIE TPACKTOPUH HE YCIEBAIOT 3aMETHO Pa30UTHUCh. ATTPAKTOP
XA0TUYECKON CHCTEMbl MOXKET MMETh HE IIEJIOYHCICHHYIO Pa3MEpPHOCTb, IO ITOU
OpUYMHE OH ObUT Ha3BaH CTpaHHbIM arTpakropoM (Mysn, 1990). Ilepssiii
VCCIICIOBAaHHBIM CTPAHHBIA aTTPAKTOP HOCUT HAa3BaHUE arTpakropa JlopeHma
(pucynok 7,8). Moaenupysi norony, Oaapa JlopeHI| Mmoiaydusi cUCTEMY TPEX

muddepeHnanbHbIX YpaBHEHUN:

( ax _ —
=0y —x)
dy o
ol Rx —y—xz (27)
dz
E = —bz + Xy

3navenus napametpoB: 6=10, R=28, h=8/3, x(0)=1, y(0)=0, z(0)=0 (Lorenz,
1963).
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Pucynox 8. Arrtpaktop Jlopenma. Bpemennoe mnosemenme: a) X(z), 6) Y(1);

[Ipoeknuu TpaekTopuu Ha MI0cKocTh: B) X,Y, 1) X,Z.

Ha pucynkax 7 u 8 moka3zaHbl TpeXMEpHBI aTTpakTop JlopeHua, aBe ero
IPOEKIMU U TUHAMHYECKHUE Psiabl MepeMeHHbIX X(t) u z(t). Bunno, 4to kosebanus
3HaueHUM X(t) 1 z(t) HOCAT HEPETYJISIPHBIN XapakTep.

3aBUCUMOCTH Xa0TUYECKUX KOJCOAHUI OT HaYaJIbHBIX YCIOBUM MOXKET OBIThH
0XapaKTEepU30BaHA C MOMOIIBIO JOMUHAHTHOro nokaszarens Jlamynosa (Illycrep,

1988). Uem BbIle 3HAYCHUE HTOTO TOKA3aTelNs, TeM OBICTpEEe MPOUCXOIUT
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pacxokJIeHUEe U3HAYAIBHO OJMM3KUX TpaeKkTopuid B ¢azoBoM mpocTpaHcTBe. Eciu
0003HAUYUTh PACCTOSTHUE MEXKIY (Pa30BbIMU TPACKTOPUSMU B MOMEHT BPEMEHHU !
Kak o(f), JOMUHAHTHBIA moka3arenb JlsmyHoBa (A) MOXeT ObITH OIpeaAesEH
cnenyromuM obpazom (Medvinsky et al., 2001b):

Iné(t) ~At; 6(t) K1 (28)

IIpu A > 0 (xak B momenu JlopeHua) paccTossHuE & Mexay (Ha3oBbIMH
TPACKTOPHUSIMU  SKCIOHEHIIMAIBHO YBEIMYMBAETCS, YTO CBHUJAETEIBCTBYET O
XaOTUYECKOM  Xapakrepe  auHamMukd. ['opu3oHT  mpexackasyemoctd T,
Xa0THYECKOTO IPOIIECCa CBA3aH C /A COOTHOLIEHUEM:

Ty~ N (29)

Chnyctss mpUMEpHO JecATh JET Imocie nyoaukanuu padotel JlopeHna

KOHICTIOWA JCTCPMHUHHUPOBAHHOI'O Xa0Ca ITPHUBJICKJIa BHUMAHHEC 9KOJIOT'OB.

2.9. XaoTuuyecknil pesKuM B NMONMYJIANMOHHBIX MOJEJISIX

B cepenune 70-pIX TOIOB NPOLIJIOTO BEKa IOKA3aHO, YTO B IPOCTHIX
MaTEMaTUYECKUX MOJENSIX YHUCICHHOCTh MOIMYJISUUMHA MOXET MpeTepreBaTh
xaoTudeckue konebanms (May, 1974; May, 1976; May, Oster, 1976). B
YaCTHOCTH, MDpdH paccMOTpesl pa3sHOCTHYK) JIOTHCTUYECKYIO MOJENIb pPOCTa
yucjaeHHocTy nonyssinuu (6). Ha pucyHke 9 nokazaHa AuHaMHUKa IEPEMEHHON NpH
pPa3IMYHBIX 3HAYEHUSX » Ui 3Tod Mozaenu. HauvaneHoe 3Hauenue x,=0,2. Ilpu
r < 1 monymsinus BeiMupaeT, npu 1 < r < 3 IIIOTHOCTh NOMYJIALIMU CTPEMHUTCS K

cTallMOHapHOMY 3HaueHuto. [Ipu r = 3 HaumHaKOTCS KOJIeOaHUs C [IUKIOM JJIUHbBI

2, ipu r = 1 + V6 HaunHaroTCS KOIEGAHMS C IMKIOM JUIMHBI 4, ajiee ¢ POCTOM 7
no cueHaputo dDeitrendbayma (Feigenbaum, 1978) npoucxoauT yaBOEHHUE NEPUOA,

a wHaumHat ¢ 1 = 3,569945662 BO3HHKAIOT XAaOTUYECKHE KOJIEOAHUS.
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Pucynok 9. JlunamMuueckre pexuMbl Pa3HOCTHOTO JIOTUCTUYECKOTO0 OTOOpaKeHUSs
IIPY Pa3IMYHBIX 3HAUYCHUAX mapametpa r: a) r=0.5, 6) r=2.4, B) r=3.33, r) r=3.5, n)

r=3.9.

Ha pucynke 10 mpencraBiena OudypkaiyioHHasi quarpaMma JUCKPETHOM
MOJIENTA JIOTUCTHYECKOTO pOCTa TOMYJSAIMW, BUIAEH TOPAIOK Tepexoja K
Xa0TUYECKOMY TIOBEICHUIO.
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Pucynok 10. budypkaumonnas guarpamMma AHCKPETHOTO JIOTUCTHYECKOTO

0TOOpaKeHHs.
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Cy1miecTBOBaHHE XAaOTHYECKOTO PEXMMa IMOKA3aHO I OOJBIIOT0 YHCIIa
Pa3HOCTHBIX MOJIEJe MOMYJSAUUOHHON JIUHAMUKH: MOJENed C BO3pPacTHOM
ctpykrypoit (Ebenman, 1987; Guckenheimer et al., 1977; Levin, 1981; Levin,
Goodyear, 1980), moxneneit nByx BumaoB (Allen, 1989a, b; Allen, 1990a, b; Allen,
1991; Beddington et al., 1975; Bellows, Hassell, 1988; May, 1974; May, Oster,
1976; Neubert, Kot, 1992); npocTteix Mmoaeneii napazutuzma (May, 1985), moneneit
cuctemMbl Xo3suH-niapazutona-naroren (Hochberg et al., 1990), nemorpaduuecknx
mozeneit ¢ aBymsi nonamu (Caswell, Weeks, 1986), moneneit ¢ dyacToTHO-
3aBUCUMBIM 0TOOpOM (Altenberg, 1991; Cressman, 1988; May, Anderson, 1983a)

Xa0THYECKUN PEXKUM MOXKET MPUCYTCTBOBATh U B HEMIPEPHIBHBIX MOJEIISAX B
TOM ClTydae, €CJId OHHM COCTOAT U3 TPEX U Oosiee auddhepeHIInanbHbIX YPaBHCHUN.
Bnepsrie 310 ObUTO MOKa3zaHO Ha mpumepe monaenu JloTku-Bombreppsl ¢ oqHUM
XUITHUKOM U JBYMs KOHKypupyroommumu sxeptBamu (Gilpin, 1979). pyrue
uccienoBanusi cucteMbl JloTku-BombsTeppsl ¢ Tpemss u Ooiee BHIAMHU TOXE
obnapyxuau xaoc (Gardini et al., 1987, Takeuchi, Adachi, 1983). CymiectBoBanue
Xa0THYECKOTO0 PEXUMa TMOKa3aHO W B MOJEIU MUIICBOW IENH U3 TPEX BUAOB —
TpaBa, TpaBosiaHble, TwioTosigHbie (Hastings, Powell, 1991). Xaoruueckue
KojeOaHusi B JTAHHOM MOJENM BO3HUKAIOT B pE3yjibTaTe B3aMMOJICHCTBHUS ABYX
IIUKJIOB C Pa3HBIMH MEPUOAMU TIPH B3aUMOCHCTBUN TOMYJISIINMA.

Marematruueckasi MOJIENb, OMUCHIBAIONIAS TPOPUIECKYIO IIENb: X — ) — Z,
1€ X — OKepTBa, 3aHUMAoIlasg HIKHUM Tpoduueckuil ypoBeHb, ) —
IPOMEKYTOUHBII XUIIHUK, MMOTPEOJSIOMMMA KEPTBY X U SBISIOLIUNACA KEPTBOU
JUIsT TOMYJISIUMM  zZ, BEPXHEro 3BeHAa TpoduuecKoW Ienu, IpeIcTaBleHa

CIeAYIOIUM 00pa3oMm:

((Z=x(1-x-A)y,
12wy - Kz —dyy, (30)

d
d_i = f,(y)z — d,z.
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OyHKIMU f; U [, ONHUCHIBAIOIIME MPOLIECCHl XUIIHUYECTBA, HMEIOT

cnenyronuit Bun (Hastings, Powell, 1991) («bynkiuonansHbeie oTBeTH I THmay

(Murdoch, Oaten,1975):

fiw) = —— 31)

1+b;ju
Ha pucynke 11 mpencrtaBieHbl BpeMEHHBIE PsiIbl XaOTHYECKUX KOJICOAHMI
YHUCJIICHHOCTH IIONMYyJIAOHUM X, IIOKa3daHa 3aBUCUMOCTb OT Ha4YaJbHBIX YCHOBHﬁ,
KOTOpasi XapakTepHa I XaOTUYECKON JUHAMHUKHU.

X I

0.8

0.4

R -l

Pucynoxk 11. /luBepreHunsi Bp€eMEHHBIX PSAJ0OB, OTpaXKarollas XaOTUYECKUN
xapaktep nuHamuku x(¢f) monenu (30). HaganpHble yCHOBUS IJid 3THX PSAIOB X
ommmuarotcs Ha 0,01 (HauanabHbIE 3HAYEHUS ) U z HE MpEeTepreBaiM U3MEHEHUN).
[Tapamerpsr mogenu (30) s Takoro ciydas: a; = 5,0; a, = 0,1; by = 3,0; b, = 2,0;

d, =0,4; d, =0,01 (Hastings, Powell, 1991).

[Tokazano, 4to xaoc OyJeT NPUCYTCTBOBaTH B OOOOIMIEHHON MOJEH
NUIIEBOM LENu C HEIMHEHHBIM (PYHKUMOHAIbHBIM OTBETOM MpPHU HEOOJIBIION
YUCJIICHHOCTU TMOIYJISIMUU BBICIIEr0 XMIHWKA, €CIM JBa HUKHUX TPO(PHUECKUX
YpOBHSL OyIyT HMMETh HU3KYIO AMIUIUTYJy KOJieOaHMM B OTCYTCTBHE BEPXHETO
Tpoduueckoro ypoBHs (Klebanoff, Hastings, 1994). Iloka3zano, 4To BBel€HUE
TPETbEr0 TPOPHUUECKOTO YPOBHS MOMKET MPHUBECTH CHCTEMY K XaOTHYECKOU

AUHaAMUKC W IIpH JIMHEHMHBIX (I)YHKLII/IOHaJ'IBHBIX OTKJIMKaX Ha HHWXHHX
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Tpopuueckux ypoBHsx (Tanabe, Namba, 2005). [dpyrumu aBTOpaMu MOKa3aHO
NPUCYTCTBUE Xaoca B IIUPOKOM CIEKTPE MPOCTHIX HEMPEPHIBHBIX MOJICIeH
B3aUMOJICHCTBUSA BHUJIOB W B MoJAeIsIX Oombiux coobmiectB (Scheffer, 1991;
Vandermeer, 1990; Ebenhoeh, 1988).

B psage paboT 1o HM3YYEHHMIO CE30HHBIX H3MEHEHHM U TEePUOIUUYECKHUX
BO3JICHCTBHI BBISABJICHO MOSBJICHUE XaoTHUecKux kosieOanuii (Rinaldi et al, 1993;
Rinaldi, Muratori, 1993). B Mmonenu snuaeMuii XaOTHYECKUH PEKUM TIOSIBIISIICS B
pe3yJibTaTe Ce30HHBIX M3MeHeHul ckopocTu koHTakToB (Kot et al., 1988; Olsen,
Schaffer, 1990; Olsen et al., 1988; Schaffer, 1985; Schaffer, Kot, 1985; Schaffer et
al., 1990). XaoTtuueckue KojaeOaHus MOSABIISIOTCS U B Pe3ybTaTe MEPUOINICCKUX
BO3JICHCTBUI Ha mepuoauueckyto cucteMy (Grassberger, Procaccia, 1983; Inoue,
Kamifukimoto, 1984; Kot et al., 1992; Pavlov, Kevrekidis, 1992; Beltrami,
Cosper, 1993).

XaoTuveckass JUHAMUKA BCTPEYAETCS HE TOJBKO B TOYEYHBIX, HO U B
pacnpenenénnbix Moaensx. Kor (Kot, 1992) nokasan, 4ro cueHapuil yIBOEHUS
TIEPHO/Ia MOXKET PEaTM30BBIBATHCS B JUCKPETHOM M0 BPEMEHH W HEMPEPHIBHOM 110
npocTpancTBy Mojnenu. B paborax (Kot, 1989; Hastings, 1992) mokaszaHo, 4TO
MPOCTPAHCTBEHHBIC CTPYKTYpPhl HamboJiee BEPOATHO (POPMHUPYIOT Xaoc dYepes
MeXaHu3M AUQGy3nOHHON HECTAOMIBHOCTU. Y TUBUTENBHO TO, 4TO Aubdy3us
crocoOHa  JeCcTaOWIM3UPOBaTh XAOTHUYSCKUE PEIICHUS, OCTaBJsAsS IPOCTHIC
NEePUOINYECKHUE pelIeHUsl €MMHCTBEHHO cTabmiabHbIMU (Hastings, 1993) B cucreme
JBYX CHApEHHBIX JIOTUCTUYCCKUX OTOOpakKeHWil. XaoCc MOXKET BO3HUKATh B
CHUCTEeMaxX THUIla «XHUITHUK — KEPTBa» B XOJI€¢ MUTPALIMN OPTaHU3MOB IIPU YCJIOBUU,
YTO CKOPOCTh POCTa YHCICHHOCTH B TIOMYJSIMH JKEPTBBI 3aBHCHT OT
npocTpaHcTBeHHOM koopauHatel (Pascual, 1993). Xaoruueckas auHaMHKa
peanu3yercsl Kak B yCJIOBHUSX HEOJAHOPOAHOM okpyxkarorieit cpeanl (Medvinsky et
al., 2001a,c), Tak m B omHopomHom ciydae (Morozov et al., 2006). Monenu
NONYJISIUK, CTPYKTYPUPOBAHHBIX IO  BO3pacTy M XapaKTepU3YIOUIUXCS
MPOJOJDKATEIBHBIM ~ OHTOTEHE30M, TaKXKEe JIEMOHCTPHUPYIOT  BO3MOXKHOCTH

BO3HMKHOBEHUS JETEPMUHUPOBaHHOIO xaoca (XKnanosa, ®pucman, 2011).
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2.10. OmnpeneneHue OAMHAMHYECKOr0 PeXKHMa ¢ TNOMOIIBIO OLEHKH
napaMeTpoB Mo/ieJIU

OnnuM 13 criocoOOB OMpeeeHUs TUHAMUYECKOT0 PeXMMa KOHKPETHOMU
NPUPOJHONM TIOMYJIAIMM MOXET BBICTYNAaTh IOJ00Op MOJEIM M OIleHKa eé
MapamMeTpoB C TMOCICAYIOUIMM  OINPEACICHUEM JUHAMUYECKOTO  pexuMa
nonydenHor mopemu (Hassell, Lawton, May, 1976; Timan, Wedin, 1991).
O4eBHUIHBIM ILIIOCOM 3TOTO CIIOCO0a SBIAETCS OTCYTCTBHE HEOOXOIUMOCTH BO
BpeMEHHBIX psiax. Cpeau HeAOCTaTKOB OTMEYAIOT 3aBUCUMOCTb PE3YIbTaTOB OT
BbIOOpa Mogenu (Morris, 1990), TpynHocTu mnapaMeTpus3aldd, B TOM 4YHUCIE
HEBO3MOKHOCTh TOYHOI'O ONPEICIICHUS HEKOTOPBIX TapaMEeTPOB MOJIETIH.

B pab6ore (Timan, Wedin, 1991) mapamerpu3oBana MoOJeib JUHAMHKU
OroMacchl MHOTOJICTHUX TpaB. MoJe/Ib YUUTHIBACT BIUSHUE COJICPKAHUS OOIIETO
a3oTa B ITOYBE:

Bt+1 =cN [e(a—bLt)]/[l _ e(a_bLt)] 1
Liyy = L2/(L; + d) + ckN [e(@PLD] /[1 — ela=bLo)] (32)

I'ne B — 6uomacca tpaBsl, L — 6uomacca onaga, N — cojepxkaHue oOIIero
a30Ta B IIOYBE.

s mapaMmeTpu3aldd MOJIENId TMPOBOJWIN HSKCIEPUMEHTAJIbHBIN TMOCEB
TpaBbl Ha TIOYBBl C Pa3IMYHBIM COAEpKaHMEM a3zora. B  pesynbrare
MOJEUPOBAHUSI MOKA3aHO, YTO C YBEIWYEHUEM COJAECPKAHUS a30Ta B IOYBE
cUcTeMa mpeTeprieBaeT Oudypkaruu, 1 JMHAMHUKA CTAHOBHUTCS XaOTHYECKOM.

MareMatnyeckoe MOJIETUPOBAHUE KOJEOAHUN YHUCIEHHOCTH MOIMYJISLHMA
phiCM W  TONYJSUMA MOJEBOK  TMO3BOJMIO MNPUUTH K  BBIBOJY, 4YTO
JIETEPMUHUPOBAHHBIA Xa0C MOXET BHOCUTH CYUIECTBEHHBIM BKJIaJ B JTUHAMUKY

peanbHbIx nonyJsanuii (Maquet et al., 2007; Upadhyay et al., 2010).
2.11. ®uTupoBaHmne MojaeJield JAaHHBIMUA BPeMEHHbIX PS/IOB

B tom CJIydac, €CJIM OLCHKA IMapaMCcTpOB MOACIIN 3aTPpyAHCHA, HO HMCHOTCA

BPCMCHHLBIC PAAbl YHCICHHOCTH IIOIIYJIIOHWH, COOTBCTCTBYIOIIAA KOHKpCTHOfI
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IKOCHCTEME MOJENIb MOXKET OBbITh OIpeaeieHa C TOMOIIbI0 (UTUPOBAHUS
JAHHBIMHU BPEMEHHBIX PsIZIOB HECKOJIBKMX MaTEeMAaTUUYECKUX MOJCIICH.

Meton HeAMHEHHOro MoJeaupoBaHus BpeMeHHbIX psaaoB (Nonlinear time-
series modeling, NLTSM), paspa6orannsiii [1.B. TypunnbimM, ObUT IPUMEHEH IS
OIICHKHM JIMHAMUYECKHX PEKUMOB psifa npupoiaubix nomyssiuid (Turchin, 2003).
ABTOpPOM MpeanoJiaraeTcsi, 4To JMHAMHUKA YUCICHHOCTU MOMYJSLHUUA 3aBUCUT OT
BHJIOTEHHBIX M JK30reHHbIX (aktopoB. Ilog sk30oreHHBIMH  (akTOpaMu
N0/Ipa3yMeBatOTCs (PAKTOPbI, BIMSIOLIME HA YHCICHHOCTh MOMYJALMH, HO HE
UCIBITHIBAIOIINE HAa ce0e 3TO BIMSHUE (Hampumep, OOYCIIOBIIEHHBIE BIUSHUEM
KPAaTKOBPEMEHHBIX ~ BHYTPHUCE30HHBIX  KojeOanuit  Ttemmeparypsl).  OHu
NpeACTaBlICHbl B BHUJIE€ BHEIIHEro Iyma (cioydaiiHoro mpoiiecca). To ecThb
BpPEMEHHOU psn u(f) 3anaércsa HeKOTopoi PyHKIMEH F:

u(t) = F(u(t-1), u(¢-2), ..., u(t-p), &(1)), (33)

rJe t — BpeMms, & — SK30reHHas nepeMenHas. Bennuuna p B (33) 3aga€t Takoi
MaKCHMaJbHbIH BPEMEHHOM Jiar, 3a mpejieiaMu KOTOPOTO OTCYTCTBYET Kakoe Obl
TO HU OBLIO MPSMOE BO3/ICUCTBUE HA BEIUUUHY (7).

Janee npoBoaUTCS (UTHUPOBAHUE SHIOTEHHOW KOMIIOHEHTHI C MOMOUIbIO
METOJI0JIOTHU aHalin3a MoBepxHocTH oTkiMKa (Response surface methodology,
RSM). Ilpensapurensno Dmmnep u Typumn (Ellner, Turchin, 1995) npumennnu
TPU pa3HbIX NMOAX0/]a (HEMPOHHBIE CETH, TOHKUE TUIaCTUHYAThIE CIUIaiiHbl U RSM)
K Ha0Opy IKOJIOTMYECKUX JAHHBIX BPEMEHHBIX PSAIOB U OOHAPYKUIIU, YTO BCE TPU
MO/IX0/1a JaJIA aHAJIOTHYHBIC pe3yibTaTthl. RSM ncmonssytor (Box, Wilson, 1951)
JUTSL U3YyY€HHUS OTHOIIEHHUS MEXIY HECKOJbKMMH HE3aBUCUMbBIMU NEPEMEHHBIMU U
OJIHOM mMepeMeHHOM OTKiIMKa. B kadectBe mnpubamxkaromeid (yHKUUA OOBIYHO
UCIIOIb3YIOT MOJIMHOMBI HHU3KOTO MOPSAKA, a MHapameTpbl TAaKUX MOJENEH He
UMEIOT OMOJIOTUYECKON MHTEPIPETALNH, TO €CTh 3TOT METOJ/ CTOUT 10 CBOEH CYTH
MEXAy IapaMeTpu3auudeld MoJenell M  HenapaMeTpUYECKHUMH  METOJaMHU.
[Toxazano, uro RSM xopomo paboraer ¢ xkopotkumu (20-50 TOYEeK) U CHIIBHO

amymiieHHbIME (0 50% OT SHIOr€HHOW KOMIIOHEHTHI) psJIaMH, OJHAKO
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KOPPEKTHO OIICHWBAET TOJHKO HHU3KOpasMmepHylo (<3) nunamuky (Hastings et al.,
1993).

B pab6ore (Turchin, 2003) Obl1 HCHOAB30BAH MOAMGULUKUPOBAHHBIN
nonuHoMuanbHbi MeTog RSM (Box, Draper, 1987). B Heli npeamnonaraiock, 4To
CKOpPOCTb HM3MEHEHMsI pazMepa mnonyisauuu (7(f)) omnpenensercs CileayoiluM
obOpazom:

rt)=ayt+aX+aY+ a11X2 + a22Y2 + a1, XY + &() (34)

B@34)a;(1=0,1,2)na; (=11, 22, 12) — KOHCTaHTHI, X = (u(t-1))’, Y=

u(t)
u*(t-1)

(u(z-2))", roe 6 u T — koHcTauThl, a r(t) = log

B pesysbTate mepebopa mapaMeTpoB MOTYdaeTcs P u (f), MAKCHMAIbHO
OpUOIIKEHHBIM K TIOJYYEHHOMY B XOJ€ TMOJEBBIX HAOMIOACHHUN psaxy u(?).
[TonyyeHnHass MozieNib MCIOJIb30BAIach, B TOM YHUCJE, JJISl OLICHKHM JOMMHAHTHOU
JSITYHOBCKOM OKCIOHEHTBHI JIs  psAla TPUPOTHBIX TMOMYJISALUWNA: TOMYJISIHNA
JUCTBEHHUYHBIX JIMCTOBEPTOK, FOKHOTO COCHOBOTO JIyOoena, IOTJIaHICKON
KypOnaTKH, aMEepUKaHCKOro Oensika, JJeMMUHroB u mosiéBok (Turchin, 2003). C
MOMOIIbIO OIICHKM JOMHHATHON JISIMYHOBCKOM SKCIIOHEHTHI B OOJBIIMHCTBE
ciy4yaeB OblT OOHAapyXeH KBa3UXAOTHUECKUX PEXUM JMHAMUKU (TIOKa3aTellb
JIsimyHOBa TOJIOKUTENBHBIA, HO OMM30K K HyJ0). CunbHblil Xaoc (A>1) Obui
NoKa3aH /Jid JUHAMHUKU psAa MONyJsUud TpbI3yHOB. B kauecTBe 00bBSICHEHUS
MOSIBJICHUSI Xa0TUYECKOI'0 PeXUMa B MOMYJISIUU JeMMUHTOB TypunH npejyiaraer
MOJIeb B3aMMOJCHCTBHUS PACTUTEIBHOCTH U TPABOSAHBIX JKMBOTHBIX THIIA

Po3zenuBeiira-Makaptypa B COYETaHHMU C OYE€Hb CHJIBHOW CE€30HHOCTBIO, KOTOpas

qp€3BquaﬁH0 IMOABCPIKCHA Xd0OTUYCCKOMY ITOBCACHUIO.

2.12. BoccTaHoBJIeHHE ATTPAKTOPA 110 BPEMEHHOMY PHALY

[IpoOnemMy BOCCTaHOBIEHUS MOJEIM CHUCTEMBI IO 3KCIEPUMEHTATbHBIM
JAHHBIM, @ UIMEHHO PEKOHCTPYKLMHU aTTPAKTOpa IO BPEMEHHOMY DSy OJHOU U3
NepEMEHHBIX, TT03BOJIAECT pemnuTh TeopeMa Takenca (Takens, 1981). B 1981 rony
@uopuc TakeHC mNOKazan, 4YTO d-MEpHBIM AaTTPAKTOP MOKHO BOCCTAHOBHUTH B

CBKJIMJIOBOM TMPOCTPAHCTBE pa3MEpHOCTH m=2d~+1 ¢ TOMOIIBI0 OTOOPAKCHUS
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3amasjplBaloMX KoopauHat. [Ipm 3ToM C HCHONB30BAaHHUEM M OTCUYETOB
BpeMEHHOTO psna h,, hy,iq,**, Apym_1 MOXHO TIONYYHUTHh KOIHUIO aTTPAKTOPA,
KOTOpasi COXpaHSET CBOWCTBA OPUTHHAIA C TOYHOCTHIO 0 HEMPEPHIBHBIX U
muddepeHnupyemMbIx Ipeodpa3oBaHui, YTO MO3BOJIAET OICHUTH PAJl TOKa3aTenen
UCCIICyeMON NUHAMUKH (Pa3MEPHOCTh, SHTPOIUIO, JIAITYHOBCKHE DKCIIOHEHTHI)
(Makapenko, 2003).

[Ipu BoccTaHOBJIEHUU aTTpaKTOpa HEOOXOAUMO TOOUTHCS OIM30CTH K HYIIIO
ABTOKOPPEIAIMOHHON (DYHKIMH, 3TO 00CCTICUUT HE3aBUCUMOCTH 3aIa3 IbIBAIOIINX

KOOpAMHAT. ABTOKOppEsUMOHHAs PyHKIMS onpenensercs mo gopmye (35):

A = 2= Seife (35)

i
3nech f; = u; — (u) — haykryarnws,

U, — QHAIM3UPYEMBIM BPEMEHHOM pAlN, N — UIMHA AHAIM3APYEMOTO

1
BpPEMEHHOTO psija. (U) = " >N, u; — cpenHee 3HaueHMe.

x(t-2T)

- "‘7____-_--.-20

Pucynox 12. BoccranoBienHnast konus artpakropa Jlopenua

Pa3mepHOCTh MpOCTpaHCTBA BIOKEHHUS JIOJKHA OBITH JOCTATOYHO OOJIBIIOH,
4yTOOBl BOCCTAHOBJICHHAsl KOMNHUSI aTTpakTopa HE CcojeprKana MepeceKarolmuxcs
nvuHui. [Ipyu peKOHCTPYKIIMH aTTPAKTOPA pa3MEPHOCTh MPOCTPAHCTBA BIOKEHUS M
MOXHO  ONpPEACNINTb, PACCUUThIBAsg HEKOTOPYIO  BEIUWYUHY  (Hampumep,

pasmepHocTH D,) 11l MOCIENOBAaTEIBHOCTH M =My, M =mg+ 1, m =mg + 2
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U T.I., B Ka4eCTBE DPA3MEPHOCTH IMPOCTPAHCTBA BIIOXCHHUS MOXKHO TPHUHSTH TY
BCJIMYMHY 71, TP KOTOPOHM pe3yibTaT MepecraeT 3aBUCETh OT m (MallMHEIKuH,
ITotamos, 2000).

B kadecTBe mpruMepa MOXXHO MPHBECTH HCIIOJIL30BaHUE KOPPEISAIMOHHOTO
UHTETpaja JUIsl ONpEICICHUS pPa3MEPHOCTH aTTpakTopa. KoppensimoHHBIM
WHTETPAJIOM Ha3bIBACTCA YCPEAHEHHAS BEPOSITHOCTH TOTO, YTO COCTOSHUS

CUCTCMBI B ZIBa PA3JIMIHBIX MOMCHTA BPCMCHHU OKaXXYyTCs OJIM3KUMH:

. 1 N
C(E) = llmN_,ooF ij=1 9(8 - ”.')_(?l - f]“),fl € R™ (36)
i#j
3nech N ecTh 00bEM BBIOOPKH X;, € — IIOPOrOBOE paccrosuue, ||-|| — Hopma

(Hamp., eBKINIOBO paccTosiaue), 0 () — bynkuus XeBucaia.

3HaueHHUEe KOPPEISIMOHHOTO UHTErpajia pacTET ¢ pOCTOM & MO-Pa3HOMY IS
Xa0THUYECKUX M CIy4alHbIX BpeMEHHbIX psafgoB (puc. 13). KoppensumoHHbIN
UHTETpaJl COOTHOCUTCS C KOPPEJALMOHHOW pa3mepHocThio (D,) crienyromum
oopazom: C(g) = AeP2, rne A — xoHcTaHTa, nOrapupMUpys 00e YacTH, MONYUUM:
logC(e) = D,loge +logA. B cnyyae XaoTH4eCKOrO aTTpakTOpa Yroj HakjiIOHa
npsimoii log C(€) k ocu log € o TOCTHKEHUM HEKOTOPOTO 3HAYCHUS, BBIXOIUT Ha
CTaIMoHap, B ciydae Oejoro mryma mpojoinkaeT pactu (puc. 13) (Manmuaenkui,
[Totamos, 2000).

(a)

log,Co : T T : == log,C 0 (6)

At 4

H I E E 2
log.e log,e

Pucynoxk 13. IIpumepst pocTa jorapudma KOppeasiiuOHHOTO MHTErpajia C

poctoM siorapudma € aIs: a) Xa0THIECKOU cucteMbl (artpaktop Jlopenma (27)) u
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0) caydyaliHbIX KOJIEOAHMM TIpM PA3IMYHBIX Pa3MEPHOCTAX MPOCTPAHCTBA

BJIOXKCHHMHAI.

2.13. BoccTaHoByIeHHE TJ100AJIbHOI MOIEJIN 10 PSIAAM JAHHBIX

Ha ocHoBanmm psiia MaHHBIX MOXHO BOCCTAHOBHUTH TIOOATBHYIO MOJEIH
(Crutchfield, McNamara, 1987).

['moGanbHOM  MoOnenbl0  Ha3biBaeTca  cucteMa  JauddepeHInaibHbIX

YpPaBHEHUW BUJA:

x=Y
V=z (37)
7 =F(xY,2)

Ha ocHOBaHMM YHCJICHHBIX 3HAUYCHUM X MOXHO BBIYMCIIUTH 3HAYCHMS pAaoB

Y, Z, Z, nanpumep, MeToioM PyrTe-KyTTHI 4eTBEPTOro TIOpsIKa.
X =Y = (X1 — X3-1)/(26¢)
Y; = Z; = (xi42 — 2% + x;_5)/ (26t)? (38)
Zi = (Xiy3 = 3%p41 + 3x3_1 — Xi43)/ (26t)°
[TpencraBuB ¢pynkuio F(x,Y,Z) B BUAEC OTHOIICHHUS] CYMMbI MHOTOYJICHOB:

Ng vk
2 Jermeo Njemx/ Y2

Dy Djkmxiykzm’ OCTaHETCS OLUCHHUThH 3HAYeHHs KOdYGUUMEHTOB Ny, U
j+k+m=0

Djjcm TIPY HEM3BECTHOM CTeneHn MHOrowieHa Ny. Paccunrars KodhQUIHMEHTHI 1UIs

paszubix Ny MOKHO HCHoNb3ys Meton Kpamepa, mpu J0CTaTOYHO JUIMHHOM DSife
JAHHBIX KOJIMYECTBO YypPaBHEHUH B CHCTEeME OyJeT TMPEeBHIATh KOJIUYECTBO
MEPEMEHHBIX, YTO TTO3BOJIUT PACCUYUTATH KOIPPUIIUCHTHI C OOBIIECH TOYHOCTHIO.

Hanpumep, B pabore (Gouesbet, Maquet, 1992) nmokazaHo HCIOJIb30BaHUE
ATOTO METO/Ia Ha IpuMepe cuctemsl Jlopenua (27).

CrannmapTHas cuctema OyJeT UMETh BUJL:
X=X

Y=0(@—x) (39)
Z=0[(R+0o)x—(c+1)y—xz]

3anumiem rio0anbHy0 MOJIENb M0 PATY EPEMEHHOH X.
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X=X

Y
y=x+3 (40)
z= (R—l)—a—lx[(a+1)Y+Z]
Oyuknus F(x,Y, Z) nns artpakropa JlopeHiia npumMer BU/I:
Z=bo(R-1Dx—b(o+ 1Y — (b+0+1)Z —x?Y —gx + L (41)

Tabmmma 1. 3HaueHue mapameTpoB

Maquet, 1992)

s cuctembl Jlopenna u3 (Gouesbet,

TouHble 3HaYCHUS (1) (2) (3)
N2oo ba(R—1) =720 719.999131 720.000215 720.000097
No2o c+1=11 10.999984 | 10.999999981 11.000001
Niio —b(c+1) =-29.(3) -29.333174 -29.333399 -29.333350
Nigg | —(b+0o+1)=-13.(6) | -13.666652 -13.666656 -13.666667
Noii 1 0.999997 0.999999998 | 1.000000161
Naoo -0 =-10 -9.999985 -10.000002 -10.000001
INES -1 -1.000002 | -0.999999050 | -0.999999980

Pucynok 14. BoccranoBnennbsiii atrtpaktop Jlopenua (Gouesbet, Maquet,

1992)

Meton BOCCTaHOBJIEHUS TJIOOATBHONM MOJETU MOKET OBIThb MPUMEHEH IS
aHaM3a JaHHBIX MOJIEBBIX HaOmoaeHu. Hanpumep, BoccTaHOBICHHE TT100aTBbHOMN

MOACIN C HOCJIG,Z[y}OHleﬁ OHGHKOﬁ AUHAMHUYCCKOI'O pPCXKHMa IOIIYJISIINA
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KaHaJICKOW pbIcH MpoBeAeHo B padore (Maquet et al., 2007). ABropamu nokasaHo,
4TO TOJY4YeHHas TakKUM o00pa3oM TrioOanbHas MOJEIb HMEeT XaO0TUYECKHi
JMHAMHYECKUNA PEXUM, KaKk W MOJENbh MHINEBON IEMU pPACTUTEIBHOCTh —
TPaBOSAIHBIE — IUIOTOSIIHBIE, U3 YEro B paboTe JieiaeTcs BbIBOJ O CYLIECTBOBAHUU

XaocCa B pCaJIbHBIX ITOITYJIAIUAX.

2.14. Ucnosib30BaHUE PEKYPPEHTHBIX AUATPAMM

Emé onuMH moaxol K aHajau3y BPEMEHHBIX PsAOB, MOJYYEHHBIX B XOJE
HAOJIIOACHU 332 JUHAMUKOW MOMYJSIIUA B €CTECTBEHHBIX YCIOBUSAX WIM B
DKCIEPUMEHTAX, ONUPAETCS HAa YMCICHHBIM aHaiu3 TaK Ha3bIBAEMbBIX
PEKYpPPEHTHBIX AuarpaMM (YUCJIEHHBIA PpEKYppEeHTHbIA aHanu3). Bnepseie
KOHIIENIHUSI PEKYpPpEeHTHOCTH (MoBTOpsieMocTH) Oblia mpenioxkeHa Ilyankape
(Poincaré, 1890). CormacHo ero pabore, IWHAMHYECKas CHCTeMa MOXKET
OECKOHEYHOE YMCIIO pa3 NpUOIMKATHCS K CBOEMY MEPBOHAYAIbHOMY COCTOSIHMIO.
Tem He MeHee, MNPAKTUYECKOE IPUMEHEHHE WJEU PEKYPPEHTHOCTH IpHU
UCCJIEIOBAHUSIX XAOTUYECKOIO pPEXKHUMa TMOBEACHUS JUHAMHYECKUX CHUCTEM
npousonuio cmoycts Oomee 70 jeT B MCCIENOBAaHUSAX C MPUMEHEHHEM
pexkyppenTHbix auarpamm (Eckmann, 1987).

PekyppeHTHass nuarpaMma OTpa)ka€T NOBTOPEHHUE COCTOSIHUS CHCTEMbI B
MOMEHT BPEMEHH I B APYTO¥ MOMEHT BPEMEHH ;.

Riy = 0(e — 1% — ) @2)

Tne Xj k= i, j — BEKTOP, ONMUCHIBAIOIIUI COCTOSHUE UCCIENYEMOM CUCTEMBI,
N — KOJIMYECTBO paccMaTpUBAEMbIX COCTOSHHH, & — pa3MEP OKPECTHOCTHU TOYKH,
|||l - HOpma, O () — pyukuus Xepucaiiza.

Marpuna (42) ucnonb3yercsi s BU3YyaJIU3alUUd PEKYPPEHTHOCTH B BUJIE
pPEKyppeHTHbIX Auarpamm (puc. 15). PexyppeHTHbIE quarpaMMbl MPECTaBISIOT
co00if Hab0oOp TOYEK B CHUCTEME KOOpAMHAT [ W j, NPU4YEM YEPHBIE TOUYKHU
COOTBETCTBYIOT KOOpAMHATaM (i, j), A KOTOpeIX R; = 1, a Oesble TOYKH
COOTBETCTBYIOT KOOpAMHATaM (i, j), 1as KOTopeix R; = 0. Takue pekyppeHTHbIE
JyuarpaMMbl CHUMMETPUYHBI OTHOCUTEIBHO JUaroHadbHOW mauHuUM R; = 1.
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[Tockoneky R; = | mo ompeaeneHuio, TO PEKyppeHTHAas IUarpamma BCeraa

COJICPKUT YEPHYIO AMArOHAJIbHYIO JIMHUI0O — JIMHUIO uaeHTHYHocTH (line of

identity, LOI).

@

Pucynox 15. PekyppeHTHbIEe JUarpaMMbl JJis: a) IEPUOIMYECKUX KOTeOaHui
(moructuyeckoe otobpaxkenune x(t+ 1) = rx(t)(l — x(t)) npur = 3.55), 0)
Xa0THYECKUX Kojebanuii (Jorucruueckoe orobpaxkenune x(t + 1) = rx(t)(l —
x(t)) npur = 3.95), B) uryma

Pucynok 15 mpencraBisier peKyppeHTHbIE JUarpaMMbl, COOTBETCTBYIOIINE
pPa3IMYHBIM JIMHAMHYECKUM pEXHUMaM: IMEepUOJAMYecKoMy Ipoieccy (puc. 15a),
ciyyaiiHOMYy mpoueccy (puc. 15B), a Takke — XaoTH4eckoil tuHaMuke (puc. 150).
N3 pucynka 15 BuUOHO, 4YTO pEKyppeHTHas JAuarpaMMma MepHOJUYECKHX
OCLIMJIISIUMNA TPEeACTABISIET cO00 HAOOp MEPUOANMYECKUX TMArOHAJBHBIX JIMHUN
(puc. 15a). PaccTosguust Mexay 3TUMH JMHUSAMU (KaK 110 TOPU3OHTAIM, TaK U 10
BEPTUKAIM) PaBHBI MEpUOy KojiebaHuil. XaoTudeckas auHamuka (puc. 150), B
OTIIMYME OT CIy4alHOTO mporiecca (puc. 15B), mpeacTaBieHa anepuoANYECKUMU
CTpykTypamu. JlJis XaOTMUYECKOIo Ipoliecca IUaroHalbHbIE OTPE3KH JUIMHBI /,
napajjieibHble AMaroHanbHOU JuHuu R; = 1 (puc. 150), sBastoTcs pe3ynbTaTtoM
TOro, 4To (pa3oBasi TPACKTOpPUS MPOXOAMT OJHU M Te XK€ obinactu (pa3zoBoro
IPOCTPAaHCTBA B pa3Hble MOMEHTHl BPEMEHHM W CErMEHT 3TOH TpPaeKTOpUU
OKa3bIBACTCsl MPAKTUUYECKU MapajlIebHBIM JPYTroMy OJHM3KOMY €My CErMEHTY B
TeueHue / BpeMEHHbIX €IuHUIl. /[naroHaibHble JMHUU AJUHBI / TOSIBIAIOTCS HA

PEKYPPEHTHOM AuarpaMmMme MpHu yCI0BUU

(1 —Ri1j—1)(1 = Riyyjer) [Tilo Rivijor = 1, (43)
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rae Ry =0,eciu Ry ;= 1wmwm R; 1 =11 R4, = 0, ecnii Ry; = 1 vim
R;y=1 (Marwan et al., 2007). ITockonbKy Takue qUaroHajJbHbIC OTPE3KU JIJTUHBI /
03HAYAIOT PEKYPPEHTHOCTh XapakTepa JUHAMUYCCKOTO Ipoliecca Ha MPOTHKEHUN
[/ BpEeMEHHBIX IIaroB, TO TOPU3OHT mpesckazyemoctu (Tpr) aToro mporecca MOKET
OBITh IIPE/ICTABIICH KaK yCpeIHEHHAS JIJTMHA TUarOHAIbHBIX OTPE3KOB:

_ Zis, IPQ)

Pr TSN, PO (44)

rae P(/) — rucrorpamMma nuaroHaibHBIX OTpe3KOB JiuHBI [ (Marwan et al.,
2007), T.e.

P(D) =XYic1(1 = Ri—1jo1) (1 = Rigyjr) Tt Risnjns 0 # J (45)

¥ [,,;, — TOPOTOBOE 3HAYCHUE JUIMHBI IUarOHATLHOTO OTPE3Ka, O3BOJISAIONISE
UCKITIOUNUTh W3 PACCMOTPEHHS CIUIIKOM KOPOTKHE OTPE3KH, COOTBETCTBYIOIIHE
BPEMEHHBIM HMHTEpBaJlaM, B TEYCHHE KOTOPHIX AaBTOKOPPEISIHS, 3aMeTHas
BHauajie, MpuOIMKaETCs K HYJIIO (MJIM OJTU3KOMY K HYJIIO 3HAUEHUIO).

[ToMmuMO OIIGHKH TPENCKa3yeMOCTH PEKYPPEHTHBIH aHAIN3 TI03BOJISIET
MPOU3BOJIUTh UYUCIECHHYIO OIEHKY XAOTHMYHOCTH UCCIeIyeMoro Ipoiecca. B
KauyeCTBE MEPbl XaOTHYHOCTH JJISI 3TOT'0 MCIOJIB3YyeTCs SHTponuss PeHbpr BTOpOTO
nopsiaka (K3) (Rényi, 1970).

B ciiyuae enunuunoro BpemenHoro mara (Marwan et al., 2007).

1
K (D) = =2 p(, (46)
rje [ — mo-npexxHemy, JUIMHA THarOHAIBHOTO OTPEe3Ka, a
1 _
p() = Fzgszl ;czlo Riikserrt # S 47)

IToxazano (Beck, Schlogl, 2001) 4ro uwcieHHOe 3HaueHWE HAKIOHA
MPSIMOJIMHEMHOTO y4acTKa 3aBUCUMOCTH (-In p) oT [/, monmydeHHOe TIpu aHaIu3e
PEKYpPPEHTHBIX JuarpaMM C MOMOIIbI0 (opmynbl (46), TMO3BOJISIET OIEHUTH
HUKHUHN TIpesie]l CYMMBI MOJIOKUTEIbHBIX TOoKaszarenel JISmyHoBa W TeM caMbIM
OILICHUTH CTETIEHb XaOTUYHOCTH U3Y4YaeMOT0 Mpoliecca.

BriepBrie MeTO/ YMCIIEHHOTO aHAIN3a PEKYPPEHTHBIX AHMArpaMM B 3KOJIOTHH

OBLI IMPUMCHCH K aHAJIN3y JIWHAMHWKH OromMacchl HOHyJ’IfII.[HfI IINTAaHKTOHHBIX
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coobmectB B Mme3zokocme (Dippner, 2002). 3amaueil wuccienosareiieil ObLIO
IIPOBEPHUTH MPENOIOKEHNE O XaOTUYHOCTH TUHAMUKNA OMOMAcChl IJIaHKTOHA TIPU
CTAIlMOHAPHBIX  BHEIIHUX  YCJIOBHSX, OJHAKO O3TO IMPEANOJIOKCHHUE HE

MTOATBEPAUIOCH.

2.15. 3akarouenne

[IpenckaszyeMocTs NOMyISALMOHHON TUHAMUKY ABJISETCS KpallHE BaXXHOU, HO
HEJOCTaTOYHO M3y4YeHHOW Temol. Bompoc o Qakropax, onpenensrommux
IIPEACKA3yEMOCTh NWHAMUKH IOIYJSIUM B TOM WM MHOM 3KOCUCTEME, OCTAETCSA
OTKPBITHIM. Harnpumep, CyLIeCTBEHHBINM UHTEPEC MPEACTABIIACT U3YUCHUE BIUSHUSA
Ha JMHAMHMKY U MPEACKA3yeMOCTb IOMYJALMU Y4€Ta €€ pa3sMepHO-BO3PACTHOU
CTPYKTYpHI U (hakTopa €€ 1eI0UUCICHHOCTH.

N3yuenne nMHAMHUKKA NPUPOAHBIX MOMYJALHMA OCOOEHHO akTyanbHO. B
YaCTHOCTH, OCTa€TCsi HEUCCIECNOBAaHHBIM XapakTep JWHAMUKA (QUTO- U
300IJIAHKTOHA B O3€pPHBIX DJKOCUCTEMAax, HE IIPOBEIEHBl OLEHKU TOPU30HTA
MPEICKA3yEMOCTH 3TOM JWUHAMUKMA M CTeneHu €€ xaoTuyHocTtu. I[Ipencrasiser
TaKk)Ke MHTEpeC MpodiieMa aHTPOIIOTeHHOTO BIWSHUS U BIUSHUS BHJIOB-BCEIICHIICB

Ha TMHAMUKY HOHYJIHHI/Iﬁ a60pI/IF€HHI>IX BHUI0OB BHYTPCHHUX BO,ZIOéMOB.
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I'maa 3. MATEPUAJIbI 1 METO/IbI

3.1. [TosieBbIe McC/IEIOBAHUA

JlaHHble TOJEBBIX HCCIAEJOBAaHUN OBUIM  JIOOE3HO MPENIOCTaBIIEHBI
coTpyaHukaMu benopycckoro rocynapctBeHHOro yHuBepcurera. MccienoBaHust
BBINOJIHEHBI B iepuo ¢ 1978 mo 2013 rr. Ha Tpex o3épax HapoyaHckol Ipymnmbl:
Batopuno, Msctpo u Hapous. O3€pa pacnosioxkeHbl Ha ceBepo-3amnajie benapycu
(puc. 16), ABASAIOTCS MOTMMUKTAYECKUMH U PA3IMYAIOTCS 110 MOPHOMETPUUECKIM

U TUAPOJIOTUUECKUM MapaMeTpam (Tadi. 2).

JlarBus | —
Hapoup MscTpo batopuHo
JIntBa Poccus
<
=|
5 b
S enapych
S py
YKpauHa 70 KM 2 KM

Pucynoxk 16. Cucrema Hapouanckux 03€p

Ta6nuia 2. OCHOBHBIE XapaKTEPUCTUKHU UCCIETYEMBIX 03ED

[Tokazarenu 03. Hapous | 03. Msctpo | 03. baropuno
[Imomaae BOAHOTO 3€pKaiIa, KM® 79,6 13,1 6,25
OO0BeM BOJTHOM MAcCChl, MJIH M 710,0 70,1 18,7

['mybuna, M (cpennsis/MakcumanbHas) | 8,9/24.8 5,4/11,3 2,4/5,5

Bpewms BogooOmeHa, et 10-11 2,5 1,0

[TogpoOHOE ommcanue METOMOB OTOOpa mMPOO, OIEHKH OWOMACCHI
(GUTOIIAaHKTOHA M 300IUIAHKTOHA M KOHIIGHTpalMH XJopodumia a moapoOHO

onucansl B [Ipunoxenun 1.
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3.2. Pacuer ko3¢ ¢punnenTa panropoi koppeasuuu CnupmeHa

B cBsi3u ¢ TeM, 4YTO MHOTHE AaHHbIE HE MOJYMHSIINCH 3aKOHY HOPMAJIbHOTO
pacnpeneneHus, i MPOBEPKU THUIOTE3bl O HE3aBUCHUMOCTH JIBYX IPU3HAKOB
pacCUYMTHIBAIIA PAHTOBBIN KOdhduireHT koppesiuu CrupmeHa.

JInst ABYyX BBIOOPOK X = (X1, X3, e, Xn) U Y = (V1, V2, o0 Vn):

62?:1(Mi_5i)2
n3-n

p=1- ; (48)

M; — paHr i-ro 3IeMeHTa X; psiaa X, S; — paHr i-ro 3JeMEeHTa y; psaa y.

Koaddumuent panroBoii xoppensiuu CrnupmeHa, p, TPUHAMAET 3HAYCHHEC
oT -1 mo +1, npuuem p = +1, korma panru pasBubel, M; = S;, u p = —1, Korga
[IOCJICIOBATEIILHOCTH  PAHIOB  IIOJHOCTBIO  IIPOTHMBONOJIOXKHBI, T.e. M; =
n+1-S5,i=12,-,n.

Craructuueckasi 3HAUUMOCTh KO3 hUIIMEHTa ONpeAeaeTCs IPU MOMOIIH t-

KpUTEpUsl, PACCUUTAHHOTO MO clielyIolien popmyre:

(49)

3.3. OueHka ropu3oHTa NMPeACKA3yeMOCTH M HUKHEro mpejesia CyMMbI
MOJIOKUTEJBHBIX  JIAMYHOBCKUX JKCIOHEHT JUIS JaHHBIX  TOJIeBBIX
HA0II0/IEHUI ¢ MOMOIIBIO YMCJIEHHOT0 PEKYPPEHTHOI0 aHAJIN3a

AHanmu3  AMHAMUYECKUX  PSAJOB  TMPOBOAWICA C  HCIOJIb30BAaHHUEM
peKkyppeHTHbIX auarpamm (Marwan et al., 2007).

PexyppeHnTHas quarpamma — 3TO BU3yaau3alus MaTPULIBL:

lopuu, = u, T.e. [u, —u|<e
L ¥ Y LY

Rij = 0mpuu, # u, ’ 0)
I'ne u, — ananusupyemsiii Bpemennou psa (Eckmann et al., 1987).
CpenHee 3Ha4YeHUE U, CYTh (U) = % N ug, (51)
rjae N — JUIiHa aHATU3UPYEMOT0 BPEMEHHOTO PSIJIA.

Onykryanus f; = u; — (u) (52)

ABTOKOppENAIUOHHAs (PYHKITHS:
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A = 2= el (53)

SR

Benuuwuna /,,;, yn1oBIeTBOpSET HEPABEHCTBY:

|Ac,,. — 0| <e (54)

I[I/IaFOHaJIBHaH JINHUS JJINHBI [ 03Ha4acT, 4YTO B TCUCHHUC [ BPCMCHHBLIX IIaroB
HEKOTOPBIM ydacToK (ha30BOM TPACKTOPUU HAXOAMUTCS B £-OKPECTHOCTU JPYrOro
y4dacTKa 3TOU TpAaeKTOpuUM. Takas cUTyanus MOXKET paccMaTpUBaThCS C TOYKHU
3peHUus  JAMBEPreHIuH ONM3KWUX  Tpaekrtopuil. [l  OLIEHKM  TOpU30HTA
IPEICKa3yeMOCTH BBIUMUCISAETCA CpPeAHssl UIMHA MAarOHAJIbHBIX JIMHUWA <[> mpu
yCHOBUU: [>1,;,. DTa cpellHss IJIMHA OTpa)KaeT TOT UHTEPBAJI BPEMEHH, B TEUCHUE

KOTOPOI'0O AUBCPICHUUA CHlé HC 3HAYUTCJIbHA. FHCTOFpaMMa JAUuaroHaJIbHbIX JIMHUHA

JUTUH [:

P(e,D) = XY1(1 = Ri—1,j-1(8)) (1 = Risyj+1(8)) [Tt Riie i (€) (55)

Takum obpazom:

_ St PO

Tpr = (l) = m (56)

B npennonoxenuun, uro umerorcs A, >0 (A; — mnokasarenb JlsmyHoBa),
sHtponus Penwu Il nopsaka pasna:

1 1 _
Ky(e, D) = ——In (5 2y 257 Revsin () (57)

3nech, At — 11ar 1Mo BpEMEeHH.

Ecau MbI OTIIOKHM 3aBUCUMOCTD

Po(e, 1) = 2Ny T Recrosanc () (58)

ot / B norapu(MHUECKON IIKajie, TO B UJI€aJ]e MOIYYUM IPSIMYIO JUHUIO C
HAKJIOHOM, paBHbIM —K(&)At, 151 JOCTATOYHO OOJIBIINX 3HAYEHUH.

OnpenenuB K,, MOKHO OLICHUTh HM>KHUU MpEesl CYMMbI MOJIOKUTEIbHBIX

JIAITYHOBCKHX 3KCITIOHCHT:

K, < Y0l (59)
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3.4. Pacuer ropu3OHTa INPeICKA3yeMOCTH MOJAeJbHbIX BpPEeMEHHBbIX
1301 (1)

JI71s1 KOTMYeCTBEHHOM OIIEHKH MPEACKa3yeMOCTH HEPETYJISIPHBIX KOJIeOaHU,
BO3ZHUKAIOIUX B MOJIETISIX, MCIOJIB3YETCs ajIropuT™, mnpesyioxeHusiii B (Kaplan,
Glass, 1995). OToT anroput™m JejaaeT BO3MOXKHBIM CpPaBHEHHE «PEaTbHBIX)»
(MOMyYeHHBIX B pe3yJibTaTe KOMITBIOTEPHBIX BBIYHCIICHHUN) KOJeOaHUN U
MPOTHO3UPYEMbBIX HW3MEHEHHN YHCIEHHOCTH NONyJsuu N, A UMEHHO, s
BpeMeHHOTO psiaa N, tae t € [0, T], aToT alroput™ moapasymMeBacT:

(1) KonctpyupoBaHue BeKTOpa

Nrs2 = (Nrs2 Nvj2y-1 Nerjay—20 - N j2y-a+1) (60)
I'ne d — pazmepuocTs Biioxenus (Ott, 2002)

(2) Tlouck na untepnaiue [0,T/2] BekTopa ¢ pazmepHOCTHIO d

Py, = (PeyPrio1, Prygy s Prygn), L = 1,2, m, (61)
Takoro 4to
INpj, — P | < & << 1; (62)

(3) IIpenckazanue 3HaAYEHUS

1
=1 Pti+1; (63)

/ [ —
N/ =+,
!
(4)  Koucrpymposaune Bektopa N(r/z)4q B COOTBETCTBUM C MyHKTOM (1)
BBIIIIE, MCIIOJIb3YS MPE/ICKa3aHHOE 3HAYEHUE N('T /2)+1

(5) Homas wutepanus Ha wuHtepBaie [0,T/2+1], um Tak pnamee n0
JIOCTUKECHUSA TOYKH T

(6) Pacuer ommbku npeackazanus (Medvinsky, Rusakov, 2011)

! !
N¢—=Npq

1 oT/2+n
E=-3r
n Ne—Np_q

t=T/2+2

_ 1|. (64)

JUIs KONMYECTBEHHOM OLIEHKM TOpU30HTa mpeackazyemoctu (7pr) Mbl
yCTaHOBWJIU mpenienbHoe 3Hauenue E; < 1 (B Hamem cinyuae E; = 0.1). ['opusoHnt
IPEACKA3YEMOCTH — 3TO TOYKA, JAlbUIE KOTOPOW MpelncKa3aTb HEBO3MOKHO
(Kravtsov, Kadtke, 1996). 'opu30oHT npeickazyeMOCTH Xa0THIECKOTO BPEMEHHOTO

paaa 3aBUCUT OT 3HAYCHUA JOMHWHAHTHOTO JIAITYHOBCKOI'O ITOKA3aTCIIA (Bofetta et

60



al., 2002), a Takxke OT XapaKTEPUCTHUECKOTO pa3Mepa XaOTUYECKOTO aTTpaKTopa

(Medvinsky, Rusakov, 2011).
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I'naBa 4. PE3YJIbTATBI U OBCYXXJIEHUA
4.1. luHaMHKa CTPYKTYPHUPOBAHHOM MOIYJISA UM

4.1.1. Beeneunue

Oco0eHHOCTH JUHAMUKH TOIYJISIITAI PBIOBI, B TOM YHCIIE aBTOKOJICOAHMS X
YHUCIICHHOCTH, TPAJUIIMOHHO YBS3BIBAIOTCS C PA3JIMYHBIMU XapaKTEPUCTHKAMU
BO3PACTHON CTPYKTYypbl cTafa (oOIiee 4Yuciao BO3PACTHBIX TPYIIN, BO3PACTHOU
COCTaB MOJIOBO3PENION YacTH MOIYJIALNUH, BO3PACTHONW COCTAaB MOMOJIHEHUS U T.I1.),
OTpaXaIIIUMU OCOOEHHOCTH BPEMEHHOH OpraHu3aliil BOCIPOM3BOJACTBA. B
3aBHUCHUMOCTH OT J3THUX XapaKTEPUCTUK, MEXAHU3Mbl IUIOTHOCTHOTO KOHTPOJIS
CMEPTHOCTU U POCTa MOTYT MPUBOJAUTH K BOSHUKHOBEHUIO B INHAMUKE TOMYJISIAN
SHIOTEHHBIX PUTMOB paznuuHod nepuoguuHoctu (KpukcyHnos, boOsipes, 2007).
Kopotkonepuoanueckue KoneOaHUS YUCICHHOCTH TMOMYJANHA (C XapaKTEePHBIM
BPEMEHEM OT OJHOTO JI0 TPEX JIET) PEeaM3yIOTCs 3a CUET BapUalllii YUCICHHOCTU
MOTONIHEHUA, a TakkKe TPOYUUECKUX B3AUMOJICHCTBUN MEXIY OTAEIbHBIMU
nonynsinuamu - (Cushing, 1995; Fromentin et al.,, 2001). Bo3nukHoBeHue
JONTONEPUOANYECKUX KOJeOaHUN, XapaKTepHbIE BPEMEHAa KOTOPBIX COCTaBISIOT
MHOTHE TOJIbl, THOTJA — JIECATUIICTHUSI, OOBIYHO OOBSICHSIETCS BIUSHUEM BHEIITHHX
dbakTopoB, Takux Kak aHTpomnoreHHele Bo3aeicTBusi (Cook et al., 1997) nubo
KpynmHoOMacmTabHble W3MeHeHus cpenbl obwrtanms (Dickson, Brander, 1993,
Ottersen, Sundby, 1995).

PeanpHast AuHaMuKa YHCICHHOCTH W OMOMAcChl TOMYJALUNA OOBIYHO
paccMaTpuBaeTCs Kak pe3yJbTaT HAJIOKEHHs] BHEIIHUX BBIHYXAAIOMIUX CHJ HA
aBTOKoJie0aTenpHbIN puTM caMmoi monysisiiuu (Kaitala et al, 1996, Stenseth et al.,
1999). BprisiBieHHE SHIOTEHHONW PUTMUKH B pPEATbHBIX BPEMEHHBIX psax

YUCJIICHHOCTHY MOMYJISIIUANA MPEACTABISIET COOOM TOCTATOYHO CIIOKHYIO 33724y .

4.1.2. Monein

Mopenb yuyuThIBaeT TPOPUIECKHE B3AUMOICHCTBUSI 300TUIAHKTOHA, MUPHOM
U XUIIHOW pbIObI. [lpu 3TOM moOmMyJsilUsl 300IUIAHKTOHA MpEACTaBlIeHA ABYMS

BO3PACTHBIMHU KOTOPTaMH, MOMYJISIUS PHIOBI-TIIAHKTOHO(Ara TpeMsi BO3pacTHBIMU
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KOropramMm, a Iomyisinusa XWUIDHHUKAa — YCTBIPbMA. TpO(l)I/I‘-IGCKI/Ie OTHOLICHHUA H

CXCMa JKU3HCHHOI'O IUKJIA ITOKAa3daHbl HA PUCYHKC 17.

Mupnas pbiba

BocnponzseacHue i

H
1
1
H
1 - | 1
] 1 Mepexoa s 2 Mepexoa B 3 i
H N CACAVHOLY IO Ny creayIomy 0! N :
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CymepTH oc.Tb\‘

Pucynox 17. Cxema »XU3HEHHBIX LHUKJIOB U TPOPUUYECKUX OTHOIICHHM

rupo6uonToB: N — uncnennocts MupHoit (i = 1) u xumHo# (i = 2) peIGH Ha k-
OM CTaJMU KU3HECHHOT'O 1IMKJIA; w? — cpeausiga macca MupHoit (i = 1) u xuiHou (i
= 2) peiObl Ha k-0l CTaguM >KU3HEHHOIO IMKIA; Oij — I[OPOrOBOE 3HAYCHHE
MacChl TIpH TIEPEX0JIe W3 OJHOW CTAIWU JKU3HEHHOTO IUKJIA B JIPYTyIO; M.C.K. —

TIEPEX0/l B CJIICTYIOIIYIO KOTOPTY.

HOHy.HHI_II/IH 300IUIAHKTOHA MPCACTABJICHA JIBYMA BO3PACTHBIMU KOI'OpTaMU:

IMOIIOJIHCHUEM MW B3POCJIBIM 300IINIAHKTOHOM, CIIOCOOHBEIM K Pa3MHOKCHHIO.
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[lononnenue (Z;) mnonyJasiquyd 300IUIAHKTOHA  OMHUCHIBAETCS  CIEAYIONIUM

Pa3HOCTHBIM YPAaBHCHHCM:

3 .
2.t +1) = 1y X3 Zyeny(6) (1 = Z=rZz0 @) (65)
i=142()

Zmax

I'me t — BpeMs, Zy.x — €MKOCTh Cpeabl OOMTaHUS 300IJIAHKTOHA, Ty —
KOHCTaHTa, XapaKTEPU3YyIOIas CKOPOCTb PAa3MHOXKECHUSA 300IUIAHKTOHA. Zji) —
YUCJICHHOCTh KOTOPTHI Pa3MHOKAIOIIMXCS 300IJIAHKTEPOB, T/I€ 1 — MOPSIKOBBIN
HOMEpP BO3PACTHOM rpynimbl. B Haiiel moaenn Koropra B3pOCioro 300IUIaHKTOHA
COCTOMT M3 TPEX BO3PACTHBIX rpymm, T.e. 1 = 1, 2, 3. YpaBHEHUs, ONMUCHIBAIOIITNE
JTUHAMUKY TUX TPYIII, UMEIOT CICAYIOITUN BUI:

Zypy(t+1) =

My1q ZJS'=1 Nll(j)(t)z1(t) Mi21 Z?=1 Nzl(j)(t)z1(t)
Cz111+2Z1(8) Cz121+Z1(t)

Zy(t) — My Z(t) —

, (66)

Zoi) =

M312 Z?:l Nf(j)(t)zz(i—n(t) _ Mza2 Z?:l sz(j)(t)zz(i—n(t)
Cz212+Z5(i-1)(t) Cz222+Z2(i—1)(t)

(67)

Zyi—1)(£) — MyZy_1y(t) —

B ypaBuenuu (67) 1 =2, 3. B npaBsIX yacTsax ypaBHeHUi (66) u (67) nepsbie
claraeMble OIKCHIBAIOT YHUCJIEHHOCTh COOTBETCTBYIOUIMX BO3PACTHBIX TPYIII
300IUIAHKTOHA Ha BPEMEHHOM Iuare t, mpeaumectByroniem mary t+1l. Bropsie
claraemMble B MPaBbIX 4acTAX ypaBHEHHi (66) u (67), roe M; u M, — KOHCTaHTHI,
XapaKTEpU3yIOT yObUIb 300IJJAHKTOHA B pe3yibTaTe cMepTHocTU. [loTpebiienue
300IUIaHKTOHA pbl0O B ypaBHeHusiXx (66) u (67) omucChIBaeTcs TPETbUM U
4eTBEPThIM ciiaraeMbiMH B Bujae pynkuuii Xosmwmara tumna Il (Kot, 2001; Holling,
1959). B atux cinaraemsix C,j11, C 121, Co12, Cro00, @ Takke My 1, Mi21, Map 1 My,
CyTh KOHCTaHTHI, Nll(j), le(j), Nzl(j) 4 sz(j) — YHUCIIEHHOCTH JIByX BHJOB PBIO
(HMDKHMM MHJEKC) COOTBETCTBYIOIIMX Pa3MEPHO-BO3PACTHBIX KOTrOpT (BEpXHUU
MHJIEKC); ] — BO3pacT pbIObI B rojax. B mozenu mpenmnosaraercs, 4To Ha paHHUX

CTaauAX JKU3HU KaK MUpPHAsA, TaK U XHUIITHAA pBI6a IMUTACTCIA IIJIIAHKTOHOM.
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Kak BugHo u3 ypaBuenuii (66) u (67), IpoJOKUTENBHOCTh KU3HU 0CO0e
Bujga N; (MUpHOHW pBIObI) MPUHSTA PABHOW MATH TrojilaM, a MPOAOKHUTEIBHOCTh
KU3HU ocobeit Buna N, — BocbMU rojiaMm. M3 ypaBuenuit (66) u (67) BUIHO, YTO
MUIIEBBIM PECYPCOM I FOBEHWJIBHBIX KOTOPT Nll( ) H Nzl( j) 00oHX BHIOB
SBJISICTCS MEJIKUM TUJIAHKTOH Z;, a JJIi KOTOPT PBHIOKI le(j) 5 NZZ(]-) MHAIIEBBIM
PECYpCoM SBIISIETCS 300IUIAHKTOH Zy jy (12, 3).

[TonosiHeHHE MUPHOI PHIOBI OMUCHIBAETCS] YPABHEHHUEM

Niomy(T +71) = py X33 Niy(nT) m =1, (68)

I'me 7; — BpeMst OT MOMEHTa HEpecTa JI0 Mepexo/ia JUIYMHOK MUPHOU PHIOBI
Ha BHEIIHee nuTaHue, 1 — IIATEILHOCTHL MojciHpHOTO roma, n =0,1,2,:- —
HOMEP MOJEJIBHOIO Toja, Nf(j) — YHCIEHHOCTH IOJIOBO3PEIBIX 0COO0EH MHpPHOMN

PBIOBI; p; — KOOYPPULKEHT, XapaKTEPU3YIOUIUI CKOPOCTh Pa3MHOXKEHHMS; MHIEKC m

COOTBETCTBYET BO3pAcTy phbIO.

JluHaMHMKa IOBEHUJIBHOW KOTOPTHI Nll(m) MupHOi peIOBl (M € [1,5])

OITUCBIBACTCA CIACAYIOIINM YPABHCHUCM:

Fi123 Z?:l NS(j)(t)Nll(m) () _
C1123 +N11(m)(t)

U my (@1 ¢y (), Ny (D)), (69)

I'me F;; — KoHcTaHTa, XxapakTepusylomas yObLIb Nll(m) B pe3yJibTaTe

Nll(m)(t +1) = Nll(m)(t) - F11N11(m)(t) -

CMEPTHOCTH /10 JOCTIKEHUS MpeAenbHoro Bo3pacta. [loTpebieHne 10BeHUILHON
KOTOPTBI Nll(m) MHUPHOM PBIOBI XHUIIHUKOM N23( jy» toe unnekc j,(j € [1,8])
OTIpeIeIsAeT TO )KMU3HU XUIIHUKA, OMKMCHIBACTCS B MPaBOM YacTu ypaBHeHUs (69)
TpeThbUM cliaraeMbiM B Bujie ¢dyHkuun Xosmuara tumna Il (Holling, 1959). (Fijp; u

Ci123 — KoHcTaHThI). YeTBepToe ciaraemMoe B MpaBod 4YacTu ypaBHEHHs (69),
1 —1 1 1

GYHKIHS U1 (7) (@71 (1m), Ni(m) ), OMHUCHIBACT yOBLIb KOrOPTHI Ny, U3-32 MEpexozia

yacTh o0co0eil B KOTOPTY le(m), KOTOPBIN COBEpIIAETCS MO JIOCTHUKEHUU

noporoBoii Maccel Tena. OOHUM W3 apryMeHTOB (QYHKIUU l}(m) SBJISECTCS
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—1
BCJINYHHA wl(m) — CpeanHAasa Macca TCjla MHUPHBIX pBI6, INpHUHAIJICKAIIUX KOIopTe

Nll(m). N3meHeHne BO BpEMEHHU CPETHEM MacChl 33J1a€TCs CIEYIOIUM 00pa3oM:

_ e B11Mm111Mmz1Z1(t)
@7y (t + 1) = @y () + Cmi1z1+Mmz1Z1(8) (70)

I'ne M, — cpenHsas Macca OZHOTO 300IUIAaHKTEPA BO3PACTHOU KOTOPTHI Z|,
JUHAMHKa KOTOpOW omnuchiBaeTca ypaBHeHueMm (65). Koncrantet My
XapaKTepU3yrT MaKCUMaIbHBIA MUIIEBOM PALIMOH PbIO, MPUHAJICKAIIUX KOTOPTE
Nll(m) . Koncranra [;; ompenmenser Ty yacTh MOTpeOJIGHHOTO phIOOW pecypcea,
KOTOpasi MJET Ha MPUPOCT CPEOHEH MAacChl Teya ﬁi(m). Bemnunna Cy,p1,; — Tax
Ha3zbIBaeMas KoHcTaHTa noiyHaceimenus (Kot, 2001; Holling, 1959).

B oOmem Buzae GyHKIms l’;(m)(a’;(m),N;‘(m)) (B ypaBHeHuu (69) p=k=1)
OMpEeeNIsSIeT KOJIMYECTBO PhIO, MEPEeXOoAsAIIuX MO Mepe Habopa Macchl ﬁg(m) u3
koroptsl k B koropty k+1; k=1, 2, 3 nns mupHoi#t peiObI, 0003HAYaEMON UHICKCOM
p=1, a nns xumanka p=2 u k=1, 2, 3, 4 (mpu k=1, 2 TumIEeBHIM pecypcoM XHUITHUKA
SABJISICTCS TJIAHKTOH; CM. HIKE). DyHKIMSA lg(m)(ﬁg(m), N;f(m)) MMEET CJIEAYIOIIUI
BHI:

k —k k — \V"Wmax k —k k
Lyemy (@pmy Npmy) = 2 f(@pmy = Fpmy) Npmy (71)

Dp(m) =Wer
B ypaBuenuu (71) dbynkmus f onpenenser Ty 4acTh pbIO, MpUHAIICKAIINX
Koropte k, Macca KOTOPBIX MPEBBINIAET TMOPOTOBYIO BEIHYUHY (¢, TOCTATOUYHYIO
JUTSL TIEpexXo/ia B CIEAYIONIYI0 KOropTy. MBI Mpeamnojaraem, 4To pacrpeaesieHre
phIO MO Macce SBJISIETCS HOPMaJIbHBIM. Takum o00pa3zoMm, (QyHKuMs f 3amaercs

YPaBHEHHUEM:

2
R (@5m~2p0m)
Gp(m)m z(a’;(m))

kK _zk )2
y@max 1 nxp< (“’p(m)“*’p(m))>

k _ k = 2
©p(m)=9er Tp(m) V2T 2(opm))

f(@pm) = Bpmy) = (72)

Bennunna nucnepcun (al’,‘(m))z B ypaBHeHHM (72) 3aBUCUT OT CpeaHeu
MAacChbI ﬁg(m) (Zakes et al., 2003, Kowalska, 2006). [1pu sTom

k _ .k —k
Op(m) = Vpm)@Pp@m)> (73)
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rae vl’,‘(m) — K03 (PULIMEHT BapHAaLIUH.
JluHaMuKa KOTOpTHI le(m) MUPHOM pBIOBI ONMMCHIBAECTCS CIEAYIOLIUM

YPaBHEHHUEM:

Fiz23 Y} Ng(j)(t)Nf(m) (t)
C1223+N7 (1 ()

lom) (ai(m)(t)’ Nitm) (t)) — B omy (@5 () (), Ny () (74)

B ypaBuenun (74) F|, — KoHcTaHTa, Xapakrepusymwouias yObuUIb le(m) B

le(m)(t +1) = le(m)(t) — F12N12(m)(t) —

pe3ynbTare CMEPTHOCTH JO JOCTHKEHUS pbhIOOM MpeaesbHOro BO3pacTa.
[TotpebneHrne MUPHOW pPBIOBI le(m) XUITHAKOM NZB(D, rae unaeke j, (j € [1,8])
ONpeeIIsieT TOJl XKU3HU XUITHUKA, ONMKUCHIBAETCA B MpaBOW yacTu ypaBHeHus (74)
TpeThUM ciiaraeMbiM B Buje ¢yHknuu Xosumara tuna Il (Holling, 1959) (Fi3u
Ci223 — KkoHCTaHTh). YeTBepToe ciaraemMoil B NpaBoil yacTu ypaBHeHus (74)
OIMCBIBAET IIPUPOCT KOIOPTHI le(m) 3a CUeT Iepexoja U3 KOropThl Nll(m). IIaroe
cjaraemMoe B IpaBoi yactu ypaBHeHus (74), hyHKIus lf(m)(ﬁf(m)(t),le(m)(t)),
3amaBaeMasi ypaBHeHusMH (71)-(73), omnuchiBaeT yObUIb KOTOPTHI le(m) B
pe3yJibTaTe Iepexoja U3 KOropThl Nf(m). OngHuM U3 apryMeHToB (PyHKUIUU lf(m)
SBJIAETCS] BEJTMYMHA 6f(m) — CpelHssa Macca Tejla MUPHON pbIObI, MpUHAAIeKAIeH
xoropre N7 m)- VI3MCHEHHE BO BPEMEHHM CPEHCH MAacChl 33/aeTCs CICAYIOLINM

o0Opazom:

B12Mm112Mmzz ¥y Zyi) (1)
Cmi2z2+tMmz2 Z?=1 Zz(i) ® ’

Oy (t + 1) = Dy (1) + (75)

B ypaBuenuu (75) M,,,, — cpenHssi Macca OJIHOTIO 300IUIAHKTEpa U3

KOTOPTBI Zy(;y (i =1,2,3); nnuHamuKa KakXIOW M3 JTUX KOTOPT OIHUCBHIBAETCS
ypaBHenusimu (66) u (67). Koncranta M,,;1, XapakTepusyeT MaKCHUMAJIbHBIN
nunieBoil pauuoH pei6. Koncranra [f;, ompenenseT Ty YacThb MNOTPEOJIEHHOTO
pecypca, KoTopass UAET Ha MPUPOCT CPEAHEH MaCChI Ef(m). Bennuuna Cpp 15,2 —

koHctanTa nonyHaceimenus (Kot, 2001; Holling, 1959).
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JIlnHaMyKa KOTOPTHI ng(m) MUPHOW PBIOBI OMMCHIBACTCS CIIEAYIONUM

ypaBHEHUEM:
1(m) (t + 1) - 1(m) (t) + ll(m) (wl(m) (t) N 1(m) (t)) (76)
I'ne dynkmus lf(m)(ﬁf(m), le(m)) , 3amaBaemasi ypaBHeHusmu (71)-(73),

OIIMCBIBAET MPUPOCT KOTOPTHI N1 y3a CUYeT Iepexoja M3 KOrOpTHI N1 y- Kak

(m (m
BUJHO U3 YpaBHCHUS (76), IpeanoiaracTCs, YTo XUIIHUK HE OKa3bIBACT BIMUSHUS

Ha YHMCIIEHHOCTb KOTOPTHI N1 y- Kpome Toro, npearnosaraercs, 4T0 CMEpPTHOCTb

(m
oco0el, TMpUHAISKAMUX OTOH KOTOPTE, OMPENEesIeTCS HCKIIOYUTEIHHO
JOCTIKEHUEM DPBIOOH mpenenbHoro Bo3pacta. [lo gocTmkeHuHM STOro BO3pacTta
COOTBETCTBYIOIINE 0COOU BHIOBIBAIOT U3 PACCMOTPEHHUS.

[ToronHeHre MOMyASIUNA XUIHUKA OMUCHIBACTCS YPABHEHUEM:

Naamy(nT +72) = p B4 Nijy(nT) m =1, (77)

I'ne 7, — BpeMs OT MOMEHTa HepecTa /10 Mepexo/ia JMYMHOK XUITHOTO BUJIA
pbIO Ha BHeENIHee nmutanue, T — JUIMTENbHOCTh MoJenbHoro roga, n = 0,1,2, -+ —
HOMEp MOJIEIBLHOTO roja, a Nf( j) — UMCIICHHOCTB TTOJIOBO3PENIBIX 0CcO0eH XUIIHUKA;

p2 — kodbdUIMEHT, XapaKTepU3yOUUA CKOPOCTh Pa3MHOMXKEHUS; WHIEKC m
COOTBETCTBYET BO3PACTY PhIO B rojax.

JluHaMuKa FOBEHWJIBHOM KOTOPTHI Nzl(m) XUIHuKa (3mece m € [1,8] )
OMKCHIBACTCS CIEIYIOIIUM YPABHEHHEM:

Ny (t + 1) = Nay (£) = Fa1 Ny (8) = Ly (07 0m) (8, Nymy (1)) (78)

B ypaBuenun (14) F,; — koHcraHTa, XxapakTepusyromas yObUIb Nzl(m) B
pe3ysbTaTe CMEPTHOCTU A0 AOCTHIKEHHSI PHIOOH MpeaenbHOro Bo3pacTa. TpeThe
craraemoe B npaBoii yact ypaennus (78), GyHKIHs 13 ) (@3 m) (), Ny (1),
3amaBaeMasi ypaBHeHusiMu (71)-(73), omnwucwiBaeT yObLIb KOTOPTHI Nzl(m) B
pe3yibTaTe mepexoja B KOTOPTY sz(m). OaHuM U3 apryMeHTOB (PYHKIUHU l%(m)
SIBIISICTCSl BEITUYMHA Eé(m) — CcpenmHsAs Macca pPbIOBI, MPUHAIJIEKAIIEH KOropTe

Nzl(m). N3MeHeHne BO BpEMEHH CPeIHEM MacChl 33]1a€TCsl CIICYIOMIUM 00Pa30M:
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— _ —1 B21Mm121Mmz1Z1(t)
@20m) (t + 1) = Y20m) (t) + Cm21z1+Mmz1Z1(t)’ (79)

B ypaBuenuu (79) M,,,1,1 XapakTepu3yeT MaKCUMAJIbHBIM MUILEBOW pallioH
(KaK yKa3bIBAJIOCh BBIIIE, MMHUILEBBIM PECYPCOM XHUIIHHUKA HA PAHHUX CTaIUsAX
pPa3BUTHS SIBISIETCS HE MUpPHas pbiOa, a TIaHKToH). KoHcTanTa 5,1 onpeaenser Ty
4acTh MOTPEOJIEHHOTO PhIOOM pecypca, KoTopas UAET Ha MPUPOCT CPEIHEN MacChl
Qé(m) . Bemmumna C,1,1 — KoHcTtanta mnonyHaceimenus (Kot, 2001; Holling,

1959).

I[I/IHaMI/IKa KOT'OPThI N 22 (m) XHUITHHUKa OIINCBIBACTCsL CJIcayromnum

ypaBHEHUEM:
N3y (& + 1) = Ny () = Fpp N3y (0 + By (aé(m)(t), Nzl(m)(t)) -

l%(m) (ag(m) (t)! N22(m) (t))' (80)
rae F,, — koHcraHTa, xapaktepusylomias yObLIb sz(m) B pe3yJibTaTe

CMEPTHOCTH 1O TOro, Kak pblda OCTHTHET IpPEAEIbHOro Bo3pacTta. Tperbe

ciaraemMoil B mpaBoil yacTu ypaBHEeHHs (80) ONMUCHIBAET MPUPOCT KOTOPTHI sz(m)
3a cu€T mepexoja M3 KOTOPTHI Nzl(m). YerBepToe ciaraeMoe B TPaBOH dYacTu
ypaBuenus (80), yHKIHsA lg(m)(ﬁg(m)(t),sz(m)(t)), 3ajaBacMasl ypaBHCHUSIMH
(71)-(73), onuceiBaeT yObUIH KOTOPTHI sz(m) B pe3yJibTaTe Iepexojia B KOTrOpTy
N23(m)' OgHuM #3 apryMEeHTOB (YHKIIMH lg(m) SBJISICTCSI  BEJIMYWHA a_)g(m) —
CpenmHsisi Macca pbIO, MPUHAJICKAMNUX KOTOPTE sz(m). HN3meHenne BO BpeMEHH

CpeIHel MacChl 33/1aeTCsl CISIYIOIIUM 00pa3oM:

3
B22Mm222Mmz2 Yi=1 Z2(i)(t)
Cm22z2+tMpmz2 Zi?’=1 Zyipy ()’

B asueHun (81) koHcTranta M XapaKTEPU3YET MAaAKCUMAJIbHEBIN
m222

numeBo panuoH. Koncranta [,, omnpenensieT 4acTh MNOTPeOJEHHOro phIOOH

pecypca, KOTopasi UAET Ha MPUPOCT CPEAHEU MaCChl Gg(m). Benmnunna Cpyp,0 —

koHcTtaHTa monyHaceimenus (Kot, 2001; Holling, 1959). IlumeBsiM pecypcom

ATOM KOT'OPTHBI TAKIKC ABJIICTCA HC MUPHAA pr6a, a IINIAaHKTOH.
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HI/IHaMI/IKa KOI'OPThI N 23 (m) XHUIITHHUKAa OITNCBIBACTCs CJICayrOmnuM

YpPaBHEHHUEM:
Z(m)(t + 1) = N3y () = FaaN3omy (8) + By (ag(m)(t), sz(m)(t)) -
raie F,; — KoHcTaHTa, xapakTepusyiomias yObUIb N23(m) B pE3yJIbTaTe

CMEpPTHOCTH JO TOTO, KaK pblida JOCTHTHET MpPEAelbHOro Bo3pacTa. Tperbe

claraéMoi B IpaBOil 4yacTH ypaBHEHUs (82) ONMMCHIBAET MPUPOCT KOTOPTHI N23(m)
3a cU€T mepexo/ia pbrlObl U3 KOTrOPTHI NZz(m)‘ UYeTBepToe cinaraeMoe B IpaBOM 4acTH
ypaBHeHust (82), QpyHKIuUsA lg(m)(ag(m)(t),Nz‘?’(m)(t)), 3ajjaBacMas ypaBHECHUSMHU
(71)-(73), onuceiBaeT yObUIb KOTOPTHI N23(m) B pe3yJIbTaTe IEepexona B KOTOPTY
Nf(m). OnHUM M3 apryMeHTOB (yHKLUUHU lg(m) ABJISIETCSI BEJIMYMHA Gg(m) —
CpenHssl Macca pblO, MPUHAIEKAINUX KOTropTe N23(m). W3meHeHne BO BpEMEHH

CpeIHel MacChl 33/1aeTCsl CISIYIOIINM 00pa3oM:

N3o1 @1y (ON1;(©)
Cmi1123 +Z?=1 ‘T)i(j) (t)Nll(j) ®

ag(m)(t +1) = ag(m)(t) + B23Mp3 (

N3 @3 (ONFH(©®) ) (83)
Cmi223+Y = @i(j)(t)Nf(j)(t)
IMumeBbIM pecypcoM Koropthl N3 (B OTJIMYHE OT KOrOpT Nzl(m) 51 N21(m))

SABJISIETCSl HE IUIAHKTOH, a MHpHas pwida. B ypaBHeHun (83) koHcraHTa M3
XapakTepu3yeT MaKCUMajbHbIM mHIEeBOM pauuoH. Koncranra f,3 ompezenser
4acTh MOTPEOJICHHOTO XMIIHOW pbIOOM pecypca, KOTopas HAET Ha IPUPOCT
CpeIHeW Macchl Tena Eg(m). B ypaBuenun (83) C,,1123 ¥ G223 — KOHCTAHTHI
nonyHaceimenus (Kot, 2001; Holling, 1959).

JMHaMHMKa KOTOPTHI N24(m) XHIIHOM PBIOBI ONUCBIBAETCS  CIELYIOLIMM

ypaBHEHUEM:

Nayimy (& + 1) = Nyioy (8) + Ly (ag(m)(t): N3m) (t)), (84)
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rae (QyHKIUs lg(m)(ag(m),Nzg(m)), 3ajaBaeMas ypaBHeHusimu (71)-(73),
OMNUCHIBAET MPUPOCT KOTOPTHI N24(m) 3a CYET IMepexoja U3 KOropThl N23(m) B
pe3yJibTaTe JOCTHKEHUS MOPOrOBOM Macchl Tena. B paMkax AaHHOW MoOAEnn
Ipeanoiaraercsa, 4ro CMEPTHOCTh OcoOei, MpUHAJIEKANIMX KOropTe N24(m) ,

OTIPECIISETCS UCKIIOYUTENFHO JOCTIKEHHEM phlOaMH TIPeebHOrO Bo3pacTa. B
Halled MOJAENM JTO O3HA4YaeT, 4YTO MO0 JOCTH)KEHHH JSTOro BO3pacra
COOTBETCTBYIOIIME OCOOM BBIOBIBAIOT U3 paccMoTpeHus. Kpome Ttoro, Mbl
YYHTBIBA€M TOT (HaKT, YTO TOJBKO YacTh PBIOBI MEPEKUBACT 3HMY
(COOTBETCTBYIOIINE OIICHKU MTPUBEICHBI HIKE).

Bp160p HavanmpHBIX YCIOBUH JUIsi UCCIICIOBAaHHS JAHMHAMUKH Monenu (65)-
(84) mpoBoamiics B HECKOJIBKO 3TanoB. Ha mepBoM sTamne 3agaBain IpOU3BOIbHBIE
HaYaJIbHBIE YCJIOBHS [JIS 300IUIAHKTOHA TMPU OTCYTCTBUU KaK MHUPHOW, TaK U
XHITHOW PBIOBL. [I0 OKOHYaHWH MEPEXOIHBIX MPOIECCOB CTAIlMOHAPHBIC 3HAYCHUS
IUIOTHOCTH TIOMOJIHGHHSI TOMYJISIUA 300TUIAHKTOHA M OTACIBHBIX KOTOPT
300IUTAHKTOHA HWCIOJIb30BAIM KaK HadallbHbIE JUISl JAJBHEUIIEro HCCIIECTOBAHUA.
Ha BTOpOM »Tame K 3THUM HayaldbHBIM YCIOBUSAM JOOABJISIM TPOU3BOJIBHBIC
HaYaJIbHBIE YCJIOBHS JUIsi MUPHOW PBIOBI M WCCIEAOBAIM JTUHAMUKY TOMYJISIIAN
300MJIaHKTOHA W MHPHOH pBIOBI B OTCYTCTBHE XuIHHKA. [lo oOKoHYaHHMH
MEPEXOAHBIX MPOIECCOB, IPH YCIOBHHM BBEDKMBAHUS O0OMX BUIOB, 32 HAaYaJIbHBIC
yCJIOBUSI KaK JUIsl 300IUIAHKTOHA, TaK W JJIS MUPHOW pHIOBI NMPUHUMAIU TE
3HAYEHUS YHUCICHHOCTH TOMYJISAIUNA U CPETHUX MACC OTACIBHBIX KOTOPT MUPHOU
pBIOBI, KOTOpHIE WMEIW MECTO B Hadajie MOJEIBHOTO TroAa. AHAJIOTHYHBIC
JCUCTBYS TIPOBOAMIIN HA 3aKIIOYUTEIHLHOM J3Tare JJsA ONpPESIICHUs HadallbHBIX
yCIOBHA MOJENM TpH BKIOYEHWH B He€ (B J00aBieHHWE K TIOMYJISAIUAM
300IUTAHKTOHA ¥ MUPHOM PHIOBI) TIOMYJISIIUNA XUIITHON PHIOKI.

B Monmenum mpenmoniaraercs, 4TO MHUTPAalUM KaK IUTAHKTOHOSIHBIX, TaK U
XHUIIHBIX PHI0 MEXKIY COCEAHUMHU OMOTOTIAaMH MPOTOPIUOHATHHBI PA3HUIIC MEXKITY
cpenaMu OOWMTaHUS B KOJUYECTBE MUIIH. JIJig TOro 4TOOBI ONKCATh 3TU MUTPAIIUH,
B YpaBHCHHMsI, ITIOKA3aHHBIC BBINIC OBUTM TPUOABJICHBI CIpaBa CICAYIOIINC

cJlaraCMbIC:
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(a) 11 KOrOpTHI N1( ) (h—l 1 h=2 0003HaYaI0T MPUHA/ICKHOCTh K OTHOMY

U3 IByX OMOTOMOB)

(1)
1(1) Zy 2) 1)
kiN 1(m) (1 - W)' Zy >

N1 2\ LW ,® (83)
i (1-50), 205 2

1(m)
h
rae Zf ) 570 TAOTHOCTH MOMYJISIIIMK 300IJIaHKTOHA Z; B Ouotome h, k; —

KO>()GUIMEHT CBA3M UL MOy s N, ((;l)) " N11((§1))=

(b) mst MupHO# pBHIOEI KOTOPT le((;l)) uN 2((51)) nMeeM
(1 N2® e 125?0 s 7@ prey
iV |1 - 5 Zyiy > Y- 20
=1%200 (86)
)
N2ZD Li1Zay (1) 2)
Lk1 1(m) (1 - 3 Z(l?)’ ZZ(L) > Z ZZ(I.)
i=1%2(3i)
C) JJIS XWIIHON PBHIOBI HA PAHHUX CTATUAX u , TUTaoIIeics
4 phiO Natmy 1 Nyt

300II'TaHKTOHOM, UMCCM

(1 20 S\ w3 5@ w3 o)
kaNyemy | 1 — 120 » Li=1Zy0) > Li=1 2y

53 7 , (87)
2(2) i=1%2(i) 3 7@ 7(2)
k2N em) (1 ~ s (1)) Zyiy > A 20
i=122()
B 2(1) 2(2)
I'ne k;, — koadduiuent cBsa3u ais N2 m 1 N 20m) MOMYJISALINN;
. 3(h)
(d) nnst XumHOA peIOBI KOropThl N, m)
{ TS Zl 1N11((11))+215 1Nf((11)) 5 1@ NZD S NI L N2
k2N;em) T3 @y 2@ | izt Nigy + X221 Ny > Zoa Nygy + 2821 Ny
i=1V1(i) TEi=1713) (88)

k N3® Ti 1((12)”21 1”5((12)) 5 NI NZD S g5 1@ 5 A202)
2Ny \ 1~ S5m0 55 p2 1 Nyy + 20Ny > Zoa Nygy + 2821 Ny
Liza Ny +2i=a Nigy
HOqueHHBIe 3HAUYCHU A HpI/IGaBJISIIOTCH K 3HAQUCHUIM HIIHN BBIYUTAKOTCA U3
3HAUYECHUU TUIOTHOCTEN COOTBCTCTBYHOIIIHUX HOHyJI}IHI/Iﬁ.
HpI/I HUCCICA0OBAHUU JIUWHAMHUKU MOICIN C I[I/ICerTHBIM COCTOJHHUEM HaA

KaXXJ10M IIarc 6pa.11aCL aejiad 4aCTb COOTBCTCTBYIOIIUX I[@ﬁCTBHTCJ'II)HI)IX BCJINYHH.
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4.1.3. IlapameTpusanus MOOEIN

[IporoTunom  MOJENBbHOW  TOMYJSUMKA  300IUJIAHKTOHA  SIBJISIIOTCS
pakooOpazubie poaa Daphnia, TpOTOTUIIOM MOJEJIBHOM MOMYJISIIMK MUPHOTO BUAA
pwi0 — muioTBa (Rutilus rutilus), a xuniHOTO BUAA pHIO — cynak (Sander lucioperca).

B pamkax Mojenu MOMOJHEHHWE 300IUIAHKTOHA Z; BKJIIOYAeT B ceos
IOBEHWIbHBIX ocobell. Koropra KpymHOro 300MIaHKTOHa Z, OOBEIUHSET
MOJIOBO3pENBIX ocobeld B Bo3pacte g0 30 mueir. OOmas MpoaoKUTEILHOCTD
YKU3HU IJITAHKTOHHBIX Opranu3mMoB npunsata paBHoi 30 gusm (I'mispos, 1987).

Bpemennoit mar mogenu coctasisier 10 queid. Beibop Takoro BpeMeHHOTO
miara u30aBieT HAC OT HEOOXOAMMOCTH BBOJUTH JETalbHbIE OMHCAHUS POCTa
OpraHu3MOB 300IUIAHKTOHA W CYIIECTBEHHO YIPOIIAET OMHCAaHUE MPOIECCOB
pasmuoxenus. [Ipennonaraercs, 4To IpU CABUTE BO BPEMEHU HA OJIMH BPEMEHHOM
iar BCE BBDKUBIIKME OCOOM MEJKOIrO 300IUIAaHKTOHA JOCTUTAlOT MAacChl Tela,
XapakTepHOW JUIsi  KOTOPThl ~ KPYHHBIX  300IJIAHKTEPOB, U  CTAHOBSTCS
MOJIOBO3pENbIMH. [Ipu 3TOM pa3MHOMKEHHE 300IUIAHKTOHA TAaKKe MPUYPOUYEHO K
MEpEXO]Yy Ha OYEPEIHOM BPEMEHHOM MIar Monaenu. HM3BeCcTHO, 4YTO CpOKHU
co3peBaHMsl TIpeAcTaBHTENe pona Daphnia coctaBinsaroT or 3 go 50 gHei
(T'unsapos, 1987), mo apyrum ganabeiM — ot 5 10 40 aueit (Hiilsmann et al., 2005;
Rinke, Vijverberg, 2005), a mepuoanaHOCTh pa3MHOXKEHUS — OT 2 1m0 20 mHen
(I'unsapos, 1987). B Molenu Kak CpPOKHM CO3PEBaHUs, TaK U IMEPUOJUYHOCTH
pPa3MHOXKEHHUS 300IUIAHKTEPOB MPUHATHI paBHbIMU 10 gusMm. I[lapamerps
CMEpPTHOCTHU 300IUIAHKTOHA 3a BpeMmsi, paBHoe 10 AHSIM, OmpeneseHbl M0 KPUBbIM
BBDKMBaHUS padkoB poaa Daphnia (I'mnspo, 1987), u  cocraBisitor
coorBeTrcTBeHHO: M= 0,85, M,= 0,5. Cnenyer OTMETUTb, YTO B NPUPOIHBIX
YCJIOBUSIX TOKAa3aTeI CMEPTHOCTH BETBUCTOYCHIX PAKOB MOTYT BapbUpOBaTh B
MUPOKMX Mpeielax, HocTuras BemmumH okoino 0,6 cyr ' (Jy6osckas, 2009).
[TapaMeTp CKOpPOCTHM MOMYJISIIUOHHOTO POCTa 300IUIAHKTOHA (Ty) BapbUpPyeT B
MOJiesId B jaMamnasoHe ot 6,3 g0 6,9 (3a 10 cyrtok). MMmeronuecss B auteparype
CBEJICHUS YKa3bIBAIOT HA TO, YTO JAHHBIA TMOKa3aTeb MOXET CYIIECTBEHHBIM

00pa3oM 3aBHCETh OT YCJIOBHI KM3HU IJITAHKTOHHBIX PAKOOOPa3HbIX, B TOM YHCIIE
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OT TEMIEPATYpPhl, MHUIIEBONH 00ECIEYEHHOCTH U (PU3UOJOTHUECKUX OCOOEHHOCTEN
300IUIAHKTEPOB. XapaKTEepHbIE€ 3HAYEHUS CKOPOCTU MOMYJISIMOHHOTO pPOCTa
cocramsiror ot 0,18 cyr ' (Rinke et al., 2008) mo 0,6 cyr ' u Bemre (Rinke,
Vijverberg, 2005).

[Tonynsauust MUpHOW pbIOBI, YCIOBHO 0003Ha4aeMOW HAMHM KaK «IJIOTBay,
NpeACTaBlieHa B MOJEIM TpPEMs pa3MEpPHO-BECOBBIMU Koropramu. llepexonm us
OJIHOM KOTOPTHI B IPYT'YIO COBEPIIAETCS MO JOCTHKEHUU MACCOU Tejaa MOPOroBOro
3HAUYCHUS U CBS3aH C M3MEHEHUEM XapakTepa nutanus. [lpeamosaraercs, 4to
oco0u camoil MajlIe pa3MepHO-BECOBOM KOTOPTHI (JINYMHKH ) TUTAOTCS MEJIKUM
300IUTAHKTOHOM, TOTJIa KaKk 0COOM CpeHEeN KOTOpPThl — KPYIHBIM 300TIAHKTOHOM
(cp. ypaBHenus (66) u(67)). B TeueHue ce3oHa YUCICHHOCTH MOJIOAM IUIOTBBI
V3MEHSETCS 3a CUET €CTECTBEHHOM CMEPTHOCTH, a TAKXKE 3a CYET BBICHAHUS €€
XUIIHBIM BUJIOM.

JIMUTENBHOCT, OJHOIO CE30Ha NpPUHATA HAMH pPAaBHOM 25 maram
MojaenbHOro Bpemenu t, wiu 250 gusm. Takum oOpa3oM, MBI UCKIIOYAaeM W3
paccMOTpeHHs] Tepuoj 3UMOBKH, KOTJa IPOIECCHl KU3HEACATEILHOCTU PhIO
CYIIECTBEHHO 3aMeJyIstoTcs. B pamkax Hailed MOJenu MpeArnoJiaraercs, 4YTo Mo
OKOHYAHHMH KaXKJIOTO XOJIOJHOTO MEePUO/a, T.€. K HaYally Ka)J0ro MOCIIeTyOIIero
ce30Ha, BbDKMBaeT 88% mnonynsanuu Ny u 86% nonynsiuu N, Takoe 3HaueHuUe
kKodhdumreHTa BBDKMBAHHUS TIONYYEHO UCXOJsS U3 OIEHOK MIHOBEHHBIX
ko3(huimentos ecrectBenHoil cmeproctn 0,13-0,15 rox ' (KpukcyHoB u ap.,
2005).

[Ipo10IKUTENBHOCTh KU3HM MHUPHOTO BUJA PBIO MPUHSATA PABHOW MSTH
rojaMm, XUIIHOTO — BOCbMHM rojamM. B o0mem ciyuyae Ouojorudeckas
MPOJIOJDKUTEIHHOCTD JKU3HU O0OMX BHJIOB MOXKET OBITh CYIIECTBEHHO OOJIBIIECH.
Taxk, nanpumep, B [lckoBcko-UynckoMm o3epe mioTBa crocoOHa JoKuBaTh A0 15-
netHero Bo3pacta (Antunona, Koniesas, 1983). Cynmak B IlckoBcko-Uyackom
BojloéMe M o3epe CsMo3epo HHOTAA JOCTUTraeT 15-Tm JieTHEro Bo3pacrta
(CrepnuroBa u np., 2002), a B o3epe MinbmMeHb — MOXeT JoXuBaTh j0 19 et

(Kynepckuii u ap., 1985). B To xe Bpemsi perucrpupyemasi Mpo10JKUTEIbHOCTb
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KU3HU TOTO WM WHOTO BHJA PBIO CYIIECTBEHHBIM 00pa3oM 3aBHUCHUT KakK OT
YCJIOBUM KOHKPETHOI'O BOAOEMA, TaK U OT COCTOSHUS NONyJsiquu. IHTEHCUBHBIM
IPOMBICEN, HAaNpUMeEp, BEIET K BbIOBIBAHMIO W3 COCTaBa MOMyJSIUN ocoOei
CTapuiMxX BO3pacTHbIX Tpymnm. [lockonbky Juist OOJIBIIMHCTBA BHUIOB pbIO
XapakTepHa KpuBas BbDKMBAHUS ThHa [, T.e. DKCIOHEHUMAJIbHOE CHUXXEHUE
YUCJIICHHOCTU T€Hepaluu Mo Mepe yBenuueHus Bospacrta (I'mispos, 1990), nomns
ocobeil crapliuX BO3pacTOB JlaXKe B JIEBCTBEHHBIX MOMYJISALMAX, KaK MPaBUio,
HEBENUKAa. OJTO JAa€T OCHOBAHMS JJII HECKOJBKO YIPOIIEHHOTO MOJAEIBHOIO
IPEICTABIICHUS BO3PACTHOI'O COCTaBA UCCIEAYEMBIX MOIYJISLIHIA.

AOcoioTHas TIOAOBUTOCTh IUJIOTBBI KOJEOJETCS B OYEHb IIHPOKHUX
npenenax: B IIckoBcko-Uyackom o3epe, Hanpumep, oT 4 10 92 ThIC. HUKPUHOK
(Murpodanona, 1976), B Camozepe — ot 7 1o 60 Tbic. ukpuHOK (Ctepiaurosa u
ap., 2002). 3nauenue mnapamerpa p;= 441 (cm. YpaBHenue (68)), MMErOIIEro
CMBICJI CKOPOCTH BOCHPOMU3BOJICTBA IUIOTBbI, ONIPEAEIEHO HAMH C YYETOM CpeIHEN
aOCOIOTHOM  IJIOJIOBUTOCTH  CAMO3EPCKOM  TI0oTBBI (14  THIC. UKPUHOK),
cooTHomeHus: noJjoB (1:1) U ¢ yyeToM CMEpPTHOCTH B MEPUOJ SMOPHUOHAIBLHOTO
pa3BuUTHA (IO BBUIYIUIEHHBIE JIMYMHOK W3 HKPBI), KOTOpas, IO JUTEPATypPHBIM
nanubiM, gocturaer 93,7% (Kortet et al.,, 2004). 3HayeHue aHAJIOTUYHOTO
napaMerpa ans nomyisinuu cygaka (p,= 10080, cm. ypaBuenuwe (77)) Obu1O
paccurMTaHO CXOJHBIM 00pa3oM, IPHU 3TOM HMMEJIOCh B BHUAY, YTO aOCOIIOTHAs
IUIOJJOBUTOCTh CyJaka B o3epe CsiMo3epo Kosebsercss B mpeaenax or 65 Teic. 10
1155 ThIC. MKpUHOK, cocTaBisid B cpeaHeM 320 toic. (Crepnurosa u ap., 2002).

Jis  mponecca mapamMeTpu3aldd  MOJENM  HAauOOJbIIYIO  CIOXHOCTb
NpeACTaBIsACT OMNpeJeieHue mnapamMeTpoB Tpoduueckux ¢yHkuuin. B cuny
3aTPyAHUTEIBHOCTY IIPOBENCHMS MPAMBIX U3MEPEHUH OLEHKH 3THUX NapaMeTpOB
IIPUMEHHUTENIBHO K IUIOTBE M CYJAKy, HAaCKOJbKO HAaM HM3BECTHO, B JIUTEpAType
OTCyTCTBYIOT. WX  3HaueHus  momoOpaHbl  TakuM  o0Opa3oM,  YTOOBI
BOCIPOM3BOAMMAsT MOJIETIBIO JMHAMHMKA BECOBOI'O POCTa PbIO HE MPOTUBOpPEUMIIA

pe3yJibTaTaM HaTypHBIX HAOIIOICHUM.
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Hepect mioTBbI B pa3iuyHbIX BOJOEMAX MPOUCXOJUT B Pa3IUUHbBIE CPOKU: B
[IckoBcko-UynickoMm o3epe, Hampumep, € CEepeANHBI anpess O CEepellMHbl Mas
(Antunosa, Konuesas, 1983), a B ceBepHbIX BOJOoEMAx — C CEpPEIUHBI Masi 110
Hayana wuwoHsA (CrepnuroBa u np., 2002). IIpomomKuTEnbHOCTh MEpHOJIA
AMOPUOHATBHOTO PA3BUTHUS 3aBUCUT OT TEMIEPATyphbl, OJHAKO 4Yallleé BCETO
3aHMMaeT He Oosiee ABYX Henenb. JIMYMHKM HAYMHAIOT AKTUBHO IUIaBaTh Ha
YETBEpPThIE—ISAThIE CYTKHU Mocie BbikieBa (MemkoB, 1966). B pamuone monoau
npeo6J1alatoT BETBUCTOYChIE pauku, KOTOpbIe cocTaBisitoT 47-90% oOiieir Macchl
notpebnénnoir numu (CnanoBckasi, ['puropam, 1973; Awnrtunosa, 1980;
Cronbynos, 2006). /[nuHa Tena JUYUHOK IUIOTBBI MIPU BBUTYIUJICHUU COCTaBIISECT S—
6 MM, [0 OKOHYAHUU MEepUOoia TMYMHOYHOTro pa3Butus 15—16 mm (Urho, 2002). 1o
nanueiM [lepccona ¢ coaBtopamu (Persson et al., 2007), ceroneTku MIOTBBI K
KOHIly Tmepuona pocrta pgocturaioT mHbel 50 MmMm. CormacHo dopmyire,
CBSI3bIBAIONIEH JJIMHY W MAacCy Tejia MOJOAM IUIOTBBI HAa MEPBOM TOAY KU3HU:
W(g) = 0,0234 x (L(cm))?83 (Menbunuyk, 1973), nnune Tena, paBHoil 16 mwm,
coorBercTByeT Macca 0,088 r, mnuue tena 50 mm — macca 2,225 r. B pamkax
Haleld MOJeNy MPEArnojaraeTcs, 4To MEepexXoJ MOJOAM IUJIOTBbI HA MHUTaHUE
KPYIIHBIM 300IUIAHKTOHOM TMPUYPOYEH K 3aBEPIICHUI0 JIMYMHOYHOIO TMEPHOjIa
KU3HU M COBEpIIAeTCs MpU Macce Tela Werqq = 0,1 r (B 3TOM ciyuae B
ypaBHeHuH (71) mapaMeTp wer = Wer11).- B KauecTBe moporoBoil Macchl @, Tea,
Py KOTOPOW MOJIONb IUIOTBBI TPHUOOPETAET YEPTHI B3POCIBIX PHIO, MPHHSITO
3HAYEHUE Wcp1p = 2,5 T.

[Tonynauusi cynaka B MOZENH pa3/ieJieHa Ha YEeThIpe pa3MEpHO-BECOBBIE
koroptel. Hepectr cynmaka HauumHaercss npu Temneparype 5—-15°C, wudro
COOTBETCTBYET MapTy B IOHOM YacTH apeaja OOMTaHUS M WIOHIO B CEBEPHOMU
(BupOunkac u ap., 1974). /InuHa 1MUMHOK MOCTIE BBIKJIEBA U3 UKPBI COCTABISAET 4—
5 mm (Marshall, 1977); nepexo Ha BHEIIHEE MUTAHUE MPOUCXOIUT HA 2—12 CyTKH
pazButus npu anune tena 4,4-9,9 mm (BupOuinkac u np., 1974)., B IlckoBcko-
YynckoMm BojioéMe — mipu anuue Tena 5,5 MM (3apunoBa, Koznos, 1985). Cynak
OPUHAIICKUT K TUIOUYHBIM OOJMTaTHBIM XUIIHUKAM M HAYMHACT MUTAThCA
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MOJIOZIBIO JPYTUX BHIIOB PHIO YK€ Ha MEPBOM TOy Ku3HH. [0 mepekimoueHus Ha
XMUIIHBIA 00pa3 KU3HU €ro MOJIOJAb IHUTAeTCd B OCHOBHOM KJajoliepaMu
(BETBUCTOYCHIMU payKaMH): Ha PaHHUX CTaauiIX MEJIKUMH, Ha TMO3JHUX —
kpynaeiMu (Bupbunkac u nap., 1974; Cuexuna, 1971; Kynpunckas, 1973). Ilo
nanabiM Kynpunckoit (Kyapunckas, 1973), Macca Tena cyjaka Ha MOCIEIHEM
JUYUHOYHOM J3Tare Pa3BUTHUSA COCTABIIET B cpeaHeM 62,85 mr. B Hamen moxaenn
NPUHATO, YTO TMOpOroBasi Macca Telna o, B ypaBHeHuu (71), mpu KoTOpou
COBEpILIAETCSA TEPEeX0Jl Ha MUTAHUE KPYMHBIM 300IUIAHKTOHOM, PAaBHA Wcrzq
0,1r.

N3BecTHO, 4TO Tmepexo] CcyJaka Ha XUIIHBIA 00pa3 KU3HU OOBIYHO
npoucxoaut B Bo3pacte 0+ mpu mune tena ot 35 1o 100 mm (Collette, Banarescu,
1977; Popova, Sytina. 1977), B HEKOTOpbIX BOJOoEMAX Ja)kKe paHbIIe — MPHU JITTUHE
tena 30 mm (Frankiewicz et al.,, 1996). Ilocine mnepexoma Ha XHUIIHUYECTBO
CEroJIETKHU CyJaKa MUTAIOTCS MOJIOJBIO PA3IMYHBIX BUIOB PbIO, IPEUMYIIECTBEHHO
TeX, KOTopble mpeobiagaroT B Mectax ero oobutanus (IIIupkoma, 1966), B ToMm
yucie — miotBoi (BupOuukac u ap., 1974; ®énopona, [dpo3zxuna, 1980). Ilepuon
aKTHBHOTO MUTAHUS CyJiaKa JIuTcs 10 koHma Hosops (I[Tuxy, [Muxy, 1974; Koznos
1980). Hamu npuHATO, YTO MOJIOJb CyJaka NEPEXOAUT Ha XUIIHUYECTBO IPHU
mHe Ttena 50 mM. CoryacHo (opmyiiaM, KOTOpBIE CBSI3BIBAIOT JJIMHY M Maccy
Tena ceronerok cygaka: W(g) = 0,7581 + 0,0006 x L(cm)39°3¢ u W(g) =
0,2239 + 0,0022 x L(cm)3**! (Lappalainen et al., 2006), Takas nIMHA
cooTBeTcTBYET Macce 0,78—1,1 r.

B mMopenu npeanonaraeTcs, 4To Nepexo/i Ha XUIIHUYECTBO MTPOUCXOUT MPHU
MOPOrOBOM Macce Werp; = 1 T (B 3TOM ciiyyae B ypaBHeHuu (71) mapamerp
W¢er = Werp2). Ha 3TOM 3Tane pa3Butus 1075 pbIOHOM MHILNKM B COCTAaBE pallioHa
MOJIOAM cyaaka coctasisieT 6onee 90% (Popova, Sytina. 1977). K xoniy nepuoaa
poOCTa CEroJIETKU cyjaaka AoCTUraroT jiuHbl 160 MM u Maccel Tenma 40 r
(Willemsen, 1977). Jlamnas wmacca TmTpuUHATA B MOJEIH B KA4YECTBE
COOTBETCTBYIOIIETO 3HAYEHUS MapameTpa Wcrp3, U B 3TOM Cllydya€ B YpPaBHEHUU
(71) mapameTp Wer = Wer3-
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DKCIEpUMEHTAIBHO YCTAaHOBJIEHO, YTO NPOLEHT SIUMHUHAIMHA JHUYUHOK
Cyllaka Ha paHHMX JTamax pa3BUTHUA MOXET OBITb NPHUHAT MNPUOIUZUTEIHHO
PaBHBIM KOJHMYECTBY JIMYMHOK, HE OOCCIICUCHHBIX MHUHUMAIbHBIM PAIHOHOM
(MUHUMATBHBINA PAlMOH 00ECIIeYnBaCT TUUMHKE «PABHOBECHOE COCTOSTHUEY, KOTa
PHEprus, IMojiyyaemasi [MHUINEH, paBHAa  JHEPruu, 3aTpayMBaeMoll  Ha
dyHKIMOHANBHBIA 0OMeH). Mmerommuecss B JuTepaType OLEHKHA JIIMMUHAIUU
JUYHMHOK CyJlaka Ha OTJEJbHBIX 3Tamax pa3BuTusa coctabisitoT: C; — 23,9%; C, —
18,2%; 1, — 14,1%; D — 11,2%; E — 7,9% (Kynpunckas, 1973).

B nenom 3a IMYMHOYHBIN NIEPUOJ Pa3BUTUS CMEPTHOCTh cocTaBisieT 56,3%.
B npennonoxkeHuu, 4TO MPOJOJDKUTEIBLHOCTh 3TOro mepuoja poBHa 40-50 cyr
(Bupbuukac u np., 1974), cpennss CMEPTHOCTh B T€YEHHE OJIHOTO IIara MoOJEIu
(10 mueit) moxer ObITh omeHeHa kKak 15-19%. B nurepatype mpuBoasTcs u
npyrue, OoJiee BBICOKME OLIEHKM CMEpPTHOCTH JIMYMHOK cyjaka. Hampumep, B
OKCIEPUMEHTE IO MCKYCCTBEHHOMY BBIPALMBAHUIO MOJOIM CMEpPTHOCTh 3a
nepuon 35 nueit cocrasmia 80,7% (mpu temmeparype 17°C) (Gielen et al., 2003),
4YTO COOTBeTCTBYeT yoObutn 33,7% 3a mepuoj mnpoaoipKkutesbHocThio 10 cyT. B
HaIlle MOJEeNM 3HAYEeHHs] IMapaMeTpPOB CMEPTHOCTH Ha JMYMHOYHOM JTare
paszButust 06oux BuaoB peid (Fi; u Fy() npunster paBueiMu 0,2. B oHTOTEeHE3E, 110
Mepe YBEIWYCHHS] Pa3MEPOB MOJIOIU M CHI)KCHUS €€ ySI3BUMOCTH B OTHOIICHUU
KaKk OMOTHMYECKHX, TaK M aOMOTHYECKUX (PAKTOPOB, CMEPTHOCTh, KaK MPABUIIO,
YMEHBIIIAETCS, YTO YYTCHO B MOJENU 3a CUET 3aJaHus Oojiee HU3KUX 3HAUCHUU
napamMcTpOB F]Q, F22 nu F23I F12: 0,095, F22: 0,05, F23:0,05.

YuclieHHbIE 3HAYEHUSI BCEX MapaMeTpOB MOJENIU NpPHUBEACHBI B Tadiuie 7
[Ipunoxenus 2.

[Ipu wuccienoBaHWM AWHAMUKA MOJEIH C JUCKPETHBIM COCTOSIHUEM T€
napameTpbl MOJENU, KOTOPhIE UMEIOT Ty K€ Pa3MEPHOCTh, YTO M YHCIEHHOCTh
NOMYJISILMHY, B JAHHOW padoTe MEPEeCUUTHIBAIUCH C YUETOM IUIOIIANA BOJOEMA, a

MMeHHO miornanu 03. Csimosepo (117 kv?).
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4.1.4. Pe3yabTaThl

4.1.4.1. lunamuka nomyJsiui B OTHOPOIHOM cpelie OOUTaHUs

[Ipoueccsi, KOTOpBIE OIKUCHIBAIOTCS YpaBHEHUSIMU (65)—(84):
BOCIIPOM3BOJICTBO 300IUIAHKTOHA M JUHAMHKA BO3PACTHBIX KOTOPT, BKIFOYAIOLIAs
Tpouueckue B3aUMOACHCTBUS MEXKAY TMOMYJSIUIMUA pPbI0O W IUIAHKTOHA, —
MPOSIBIISIIOT ¢e€0s1 B BUJAE BHYTPUTOJOBBIX MEPUOJUUYECKUX KOJEOAHUN MIOTHOCTU
BCEX MOMYJSALUNA, T.. 300IUIAHKTOHA, MHUPHOW pPBIOBI W XUIMHHKA. [Ipumepsl
W3MEHEHUM BO BpPEMEHHU IUJIOTHOCTH KOTOPT PbIObI, a TakXe IMOMOJHEHUs
300IUIAaHKTOHA M €r0 CYMMApHOW INIOTHOCTH ITOKa3aHbl Ha pucyHke 18. Buano,
YTO B IAaHHOM CJIy4ae 3TU U3MEHEHUS HOCAT PEryJIApHbINA XapakTtep. B pedynbrare

prCI[HéHHBI€ B paMKax OJHOro roja IjOTHOCTH HOHy.TISIHI/Iﬁ HC U3MCHAIOTCA I'OL

OT roJaa.
<108 Ny aes zZ g oo Ny
1257 2r
6 .
— 4 -~ —> |+
ol 115 I
% 10 20 30 40 30 i 0 10 20 30 40 30 01020 30 40 30
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Pucynok 18. Jlunamuka nomnyisiuid 3001IaHkToHa (Z), MupHOM peiobl (N)

u xumHuka (N;) npu ry = 6,3. 3HaueHUs OCTAJIbHBIX MMAPAMETPOB MPUBEICHBI B
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tabmuue 7 [Ipunoxenus 2. 1o ocsim abcuce OTIIOKEHO YMCIIO 1IaroB BO BpEMEHU
t (OIMH IAr COOTBETCTBYET AECATH MHSIM), a MO OCSIM OpAMHAT — IJIOTHOCTH
MONMyJIALHil THAPOOHOHTOB (KM ~). OIMHAPHBIE CTPEIKH YKA3bIBAIOT HA MOTOKH
OroMacchl, 0oOyCJIOBIIEHHbIE ~ TPOMUYECKUMH  B3aUMOJCHCTBUSMU: oT
300IUTAHKTOHA K PbIO€ U OT MHUPHOM pbIObI — K XUIIHOW. CIABOEHHBIE CTPEIKU
0003HAyYalT Mepexo] TUAPOOMOHTOB M3 KOIOPTHI B KOrOpPTy MO Mepe Habopa
Macchl (UG PsI B CKOOKAX yKa3bIBAIOT HOMEpa KOTopT st Ny u Ny; nist Z uudpal
COOTBETCTBYET IIOMOJHEHUIO 300IUIAHKTOHA, a mudpa 2 — CyMMapHOU

YUCJIIEHHOCTHU TPEX IPYIIl PA3MHOXKAKOIIUXCS 300IJIaHKTEPOB).

OpHako pocT TEMIOB BOCIPOM3BOACTBA 300IUIAHKTOHA (B paMKax Halleu
MOJENN TAaKOMy POCTY COOTBETCTBYET YBEJIIMYECHHE YKCICHHOTO 3HA4YeHUs
napameTpa r, B ypaBHeHUHU (65)) BbI3bIBAET M3MEHEHHE XapaKTepa JIUHAMHUKU
peIOHBIX monmyJAnMi. B pe3ynbTaTe ycpenHEHHBIE B paMKax OJHOIO Troja
cymMmapHble (10 BO3pacTy) IUIOTHOCTH momynsuuii pei6 ( N ) HaumHaroT
NEPUOJUYECKHA OCIWJUIMPOBaTh BO BpeMeHM. B kauecTBe npumepa Ha puc. 19

ITOKa3aHbI KOJICOaHHUs IIJIOTHOCTH XHUITHHUKA.
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Pucynox 19. Mexro1oBble ”3MEHEHHSI YCPEAHEHHBIX B paMKaX OJAHOTO roaa
cyMmMapHbIX (110 Bo3pacTy) ImioTHocTeil momynsiuii koropT (N,) XUIIHOM PHIOKL.

3nech rg= 6,7.

B o0mem cnygae mnepuwon KojeOaHWM YHCICHHOCTH PbhIO MOXET

CYIIECTBCHHO U3MCHATHCA IIPHU UI3MCHCHHUAX IIapaMETPOB MOJCIIN (CM. HHXKXC U pHUC.

21).
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PI/IC}/HOK 20. M€>KI“OILOBI)I€ N3MCHCHUSA YCPCAHCHHBIX B paMKax OAHOI'O Ioaa

cyMMapHbIX (110 BO3pacTy) IIoTHocTel momynsuuii koropt (N,) XUIIHOM PHIOKL.

3mech rp= 6,9.

JlanpHEWIINA POCT YHUCIEHHOIO 3HA4YEHUs IlapaMeTpa I, IPUBOIUT K
HapyLIEHUIO PEryJSIPHOCTH KOJIEOAHUH  yCpPEIHEHHBIX

IUIOTHOCTH monyysiuil. [lpumepsl Takux HeperyjasipHbIX BPEMEHHBIX pSJIOB

MOKa3aHbl Ha pucyHke 20.

82

TOJOBBIX

3HAYECHUU



Marematuueckass mojnenb (65)—(84) sBisiercs MHoromapameTrpudyeckoun. B
o0leM ciay4yae HUCCIeJI0OBaHHME IOBEICHUSI PEUICHUH MOJEIM B MHOTOMEPHOM
IIPOCTPAHCTBE MAapaMeTPOB SIBISETCS HEOpAMHApHOM 3amadeil. Ha pucynke 21
IIPEJICTABJIEHBI PE3YJIbTAThI UCCIIEIOBAHUS XapaKTepa JUHAMUKU OJHOU U3 KOTOPT
XHUIIHON PBIObI, @ UMEHHO W3MEHEHUS BO BPEMEHU BEIIMYMHBI B JIBYMEPHOM
MPOCTPAHCTBE MapaMeTpoB (Iy, Mcrn2). YKa3aHHBIE MTApaMETPhl XapaKTEPU3YIOT Kak
TEMIT BOCHPOM3BOJICTBA 300IUIAHKTOHA (TIapaMmeTp rj), TaK W HM3MEHEHHUE
(U3MOIOTMYECKOr0 TMOpOora IMepexo/ia Ha XUIIMHUYECTBO (MapaMeTp ).
[Ipeanonaraercs, 4TO MEPEXOAbl U3 OJTHOM pa3MEPHO-BECOBOM KOTOPTHI B APYTYIO
CTAHOBSITCSL BO3MOXKHBIMH JJIsI TeX Oco0ei, Macca KOTOpPBIX MPEBHIIIACT
HEKOTOpbIE, CIIeU(PUIHBIC I KaXJI0W KOTOPTHI 3HAYEHUS KPUTHUIECKOH MAacCCh

o (cM. ypaBHenue (71)).
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Pucynok 21. 3aBUCHMMOCTH XapakTepa JUHAMHKUA YCPEIHEHHON B paMKax
OJIHOTO TOJla CyMMapHOH (MO BO3pacTy) IJIOTHOCTH MOMYJALMU XMIIHUKA  OT

IapaMeTPOB Ty U O¢pp. KBagpaTel COOTBETCTBYIOT HEU3MEHHOW BO BpPEMEHHU
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mnoTHOCcTH N3 . OKPYXKHOCTH € YHCIaMH BHYTPH COOTBETCTBYIOT PEryIISpHBIM
KOJIeOaHUAM IIIOTHOCTH MOMYJIAUMH XMIIHMKA N3 ; uncia 0603HAYal0T 3HAYEHUS
nepuoja 3Tux kKosnebanuil. Cepble Kpyrn OTMEUAIOT KBa3UPETYJIsipHbIE KojeOaHus,
a uYepHble KpPYrd — JuUHamMHueckuil xaoc. OOsacTh, BBIJEIECHHAs IyHKTUPOM,

COOTBETCTBYET 3HAYEHUSAM APAMETPOB HA PUCYHKE 22.

3aBUCHUMOCTh  XapakTepa HW3MEHEHMHM BO  BpPEMEHM  CyMMAapHOU
CPEeHEroI0BOM MIOTHOCTH HOMYISANMM XUIIHHKA N3 OT JBYX MapaMeTpoB: Iy U
Ocr22, — TOKA3aHa Ha pucyHke 21. BuaHo, yTo yBEIMYEHHE YMCICHHOTO 3HAUEHUS
napameTpa Iy HPHUBOJUT K MOCIEAOBATENIbHBIM MEpPEX0oJaM OT CTALMOHAPHBIX
3HayeHui N3 K peryiaspHbIM, KBa3UPETYJISPHBIM M XaOTHUYECKMM KOJICOAHUAM, B
TO BpeMs KakK pPOCT KPUTHYECKOM MacChl (¢, B OOJBIIMHCTBE CIy4YacB
CIOCOOCTBYET IEPEX0oJiaM OT MEHEE PEeryJsipHON AMHAMUKH K OoJiee peryssspHOu
(Hampumep, OT KolebaHuii BenuuumHbl N3 K CTalMOHAPHBLIM 3HadYeHUAM N3 ).
[Tepuon perymnsipHbIX KoieOaHUM, KaK BUJIHO U3 PUCYHKA 21, MOKET CYILIIECTBEHHO,
Oojee uyeM B JBa pa3a, MEHATHCS MPU M3MEHEHHM YHUCJICHHBIX 3HAYCHUU
apaMeTPoOB Iy U ®¢pz. POCT BENIMYUHBI Iy CIIOCOOCTBYET YBEIMUYEHHUIO IMEpUOJIA
kone6Ganuit N; , a yBelMYEeHHE KPUTUUECKOH MAacChl (goy CIIOCOOCTBYET
COKpAILIEHHIO 3TOr0 MEPUOJA.

CrexkTpaibHbli aHanMU3 JOa€T BO3MOXKHOCTbH OIPEACNIUTh MEPUOJ ITUX
koneOanuii. Ha pucynke 22 mnoka3anbel crnekTpsl Dypbe, COOTBETCTBYIOILKE
BpeMEHHOMY pssy N3 IpU pasjiM4HbIX 3HAYEHMAX TAPAMETPOB Ty U Mcra. CHEKTp
®dyppe, COOTBETCTBYIOIIMN KOJIEOAHUSAM IUIOTHOCTH TMOMYJISILUM  XUIIHHKA,
IIPEICTABICHHBIM Ha pUCyHKe 19, mokas3aH Ha pucyHke 22r. BugHo, 4To nepuon
KoJeOaHUl B JAHHOM Ciydae paBeH NMPUMEPHO JBaJAUATH rojaMm (Kak yKa3zaHo
BBIIIIE€, OJMH MOJIEIbHBIN IO/l paBEH JIBA/ILATH IIATH IIaraM MOJEIH, WIA JBYMCTaM
IATUAECATH MOJAEIBHBIM AHIM). Hapsiny ¢ aTum, Ha pucyHke 22r 3aMETHBI JApyrue
rapMOHHKH, B YaCTHOCTH IapMOHMKA, paBHas MOJOBUHE Nepuonaa. Hammuue »Tux
TapMOHUK OTpaxaeT ToT (akTt, 4yto (opma KojebaHW, MPEACTABICHHBIX Ha

pucyHke 19, omnmyHa OoT cuHycouaaibHOM. Ha pucynke 22 B, €, U MOKa3aHbI
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cnektpel  ®Dypse  anma HeperynspHbiIx  KoneOanumil.  Cnektp — Dypee,
COOTBETCTBYIOIIUI KOJIeOaHUSIM IJIOTHOCTH HNOMYJIALUU XUIIHUKA,
MpEICTaBICHHBIM Ha pucyHke 20, mokaszaH Ha pucyHke 22e. Kak BuaHO wu3
pucynka 22e, cuektp dypbe HeperyIspHbIX KojeOaHuil (B OTJIMUKE OT CIEKTpa
peryisipHbIX KoJeOaHMl Ha pHCYHKE 22r) XapaKTepU3yeTcs HEeNpepbhIBHBIM

HaO0OPOM 3HAYEHHI MEPUOI0B KOJICOAHHI.
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Pucynok 22. Crnektpsl ®ypse konebanuit N3 npu pasauuHbIX 3HAUYEHHAX
apaMeTPOB Ty U M¢o. 110 OcH abciuce OTIIOKEH Tepro Kojebanuit. (a) ry=6.7,
Oco=1.1; (0) 15=6.8, ®c2n=1.1; (B) 1=6.9, 0 2=1.1; (1) 10=6.7, ®2=1.0; (1)
17=6.8, 0,2,=1.0; (€) 15=6.9, ®r=1.0; (k) 15=6.7, ®2,=0.9; (3) 1,=6.8, :2,=0.9;
(n) 15=6.9, ©:2,=0.9.

Pucynok 23 no3BOJIsI€T CPABHUTH PEKYPPEHTHBIE IMArPaMMBbl, IOCTPOCHHBIE
JUIsL HeperyssipHblX (pu 1o= 6,9) u perymsapueix (mpu ro= 6,7) KoyeOaHUi
BenmmuuHEbl N3 . BHAHO, 4TO B OTJIMYME OT CTPOrO PEryJIspHO IMarpaMMbl,

XapakTEepHOU JUIsl TepUoAMYecKuX Konebanuit (puc. 23a), peKyppeHTHas
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(kBazuperyJsipHbie Kosiebanus) u (B) 1o = 6,9 (muHAMUYECKUi Xaoc).

3
2

Pucynok 23. PekyppeHTHblE JuarpamMMbl, COOTBETCTBYIOIINE BPEMEHHBIM
N.
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XaoTuueckui xapaktep HeperyssipHbix kojebanuit (Ott, 2002) mpu 1= 6,9
HOJTBEP)KJAETCSl TEM, 4YTO YHUCICHHbIE 3HAYEHMs] JOMMHAHTHOTO IIOKa3aTess
JlasnynoBa  (A), XapakTepu3ylOUIEro Takhe  KoJieOaHUs,  OKa3bIBAIOTCA
NONOXUTENbHBIMA. Hanpumep, 11s BpeMeHHOro psaa N3 , IOKAa3aHHOTO Ha
pucynke 20, A=+ 0,36 (s BbIYMCIIeHHs TToKaszaress JIsmyHoBa Mbl IPUMEHSUIH
meton, mnpemnoxeHHsii B (Kantz, Schreiber, 1997)). Ha puc. 236 moka3aHa
pPEKyppEeHTHAsl quarpamma, MojlydeHHas npu ro= 6,8. OTta quarpamma, Kak U Ta,
YTO MOKa3aHa Ha pUC. 23a, XapaKTepUu3yeTcs pPeryysipHOi CTPYKTYpOil, OJTHAKO 3Ta
CTPYKTYypa, B OTJIMYUE OT MOKa3aHHOW Ha puc. 23a, mpeacTaBisieT coboil He Habop
NEPUOJUYECKUX OTPE3KOB, a CKopee Habop PpEeryiaspHO OpraHu30BaHHBIX
kjactepoB. Takoil peKyppeHTHOM auarpaMMe COOTBETCTBYIOT KBa3UpPETyJSpHbIC
konebanus (Nisbet, Gurney, 1976). Ilepuoa KBasuperyasipHbIX KojaeOaHUU
COXpaHsieTCs TMOCTOSHHBIM, B TO BpeMs Kak HX aMIUIMTyJa HEperyisipHO

HN3MCHACTCA BO BpCMCHHU.
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Pucynok 24. (a) Cnektp ®ypbe kosnebanuii N3 Ipu HpoaoIKUTENLHOCTH
Ku3HM xumpuka T; = 8 romam, (6) Cnextp @Dypse konebanuii N3 npu
POAOKUTEIBHOCTH KU3HU XHUIIHUKA T; = 5 rogam, (B) 3aBUCHMOCTH MepHoja

konebannii T, ot T;.

Bce konebaHusi TUIOTHOCTH TMOMYJISIITAN, KOTOPBIE MPOUCXOMSIT B MOJEIH
(65) - (84), xapaktepu3yloTCs IepuUOJaMU B JCCATKU JieT. Pe3ynbrarsl
KOMITBIOTEPHBIX HKCIIEPUMEHTOB CBUIETEIHCTBYIOT 0 TOM, 9TO
IPOAOKUTEIHHOCTD )KU3HU XUITHUKA SBJSICTCS PEIIAOIINUM (HaKTOPOM, JIeXKAIIUM

B OCHOBE TIE€HEepaluu JIUTEeNbHBIX KoyieOaHui. PucyHok 24a Xxapakrepusyer
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JoNTOnepHoHbIe Konebanus N3, 37ech NPOJOKUTENBHOCTh JKM3HU XHUIIHHKA
(T)) coctaBusieT 8 yer, U COOTBETCTBYIOLIUHI Mepuoa KojiebaHui paBeH 24 rogam
(cm. pucyHok 22). Ognako npu Ti= 5 ner (Pucynok 246) nepuoj kojaebaHuil pe3Kko
yMeHblaercs, 10 4 ner. Ha pucyHke 24B mnoka3aHa 3aBUCUMOCTb NEpPUOJAA
konebanuit (Ty,) ot T;. MoxxHO BuaeTh pe3koe cHuxkenue Ty, npu ymeHbieHuun T)
¢ 8 o 5 ner.

Peanbubie BOJOEMBI XapaKTePU3yIOTCS IPOCTPAHCTBEHHOMN
HEOJHOPOJHOCTBIO Cpenbl OoOWuTaHusi TUAPOOMOHTOB. B maHHOM pasnmene 3To
00CTOSITETLCTBO YUYUTHIBAETCSI HEIBHBIM 00pa3oM. J[eMCTBUTENBHO, B OTIMYHUE OT
ypaBHenuit (69) u (74), npaBasi 4acth ypaBHEeHUS (76), OMUCHIBAIOIIETO TUHAMUKY
MHUpPHOH pbIObI M3 Koropthl Ni, He BKJIIOYAeT CllaraeMoe, OTBETCTBEHHOE 3a
notpebyieHre pecypca, T.€. MHUPHOH pbIObI, XUIIHUKOM. TeM caMbiM MbI
[peanojaraéM, 4YTo IOJO0BO3pesias JOCTUIIIAas MaKCUMaJIbHOM Macchl MHpHas

pb16a 13 KoropTsl N IOKHIAET JIUTOPATbHYIO 30HY BOIOEMA.

4.1.4.2. lunamMuka MoImyJsiui B CBSI3aHHBIX OMOTOIAaX

I'ereporenHass cpena OOUTaHUST MOXKET UIPATh BaXHYK pOJb B
nonysinrnonHo nuHamuke (Huffaker, 1958). CornmacHo Teopuu ONTHMAambHOTO
bypaxupopanus (Begon et al., 2006) ’KuBOTHbIE IEPEABUTAIOTCS B T€TEPOTreHHON
cpene oObuTaHusi TaKUM 00pa3oM, YTOOBI 00eCIeUnTh ce0e HaubOJIBIIYI0 CKOPOCTh
norpebnenus. B wMoxenu MBI mpearnojiaraeéM, 4YTO peakius pblObl  Ha
IPOJOBOJILCTBEHHBIN PECYpPC 3aBUCUT OT MPOCTPAHCTBEHHOTO pacCHpe/esieHuUs
pecypca. To ecTb IUIAaHKTOHOSIIHBIE PBHIOBI TEPEABUTAIOTCA TIO TPATUCHTY

300IUIAHKTOHA, & XUIIHbIE PbIOBI — MO FPAIUEHTY MUPHOU PBIOBI (85)—(88).
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Pucynox 25. Cnextpst ®Dypre konebanuit

N} @ hpn  pasmaamEBIX

kod(punmentax ceszu k; u k, CrarmoHapHslii pexxuMm Bo3HuKaeT npu k; = 1,5.

31ech r(()l) = 6,4u r(()z) = 6,5.

Ha pucynke 25 mokazanwl criektpbl Dypbe s KojieOaHWUW TUIOTHOCTH

. —3(1
XUITHOW PBIOBI NZ() B OJHOM W3 CIIAPEHHBIX OWOTOMOB B 3aBUCHUMOCTH OT
kodhummenToB cBs3u k; u k;, XapakTepusyromMxX HWHTEHCUBHOCTb MHTpAIlUU

pBIOBI B 3aBUCUMOCTH OT Pa3HUIIbI KOHIIEHTpAIMi MUIIEBOTO pecypca. [Ipu sTom B

1
NEPBOM OHMOTOMNE CKOPOCTh PA3MHOXKEHHS 300TUIAHKTOHA r(() ) = 6,4 , uTo TpH

OTCYTCTBHH CBSI3M MEXAY OMOTONAaMH COOTBETCTBYET CTAIMIOHAPHOMY HOBEACHUIO
CPEIHEroJ0BbIX 3HAYEHUH MJIOTHOCTEN PHIOHBIX MOMyJsAuil. Bo BTopoM Ouotomne
r(()z) = 6,5, 4ro A1 OAMHOYHOrOo OHMOTOIMA COOTBETCTBOBAIO OBl PErYJISPHBIM
KOJ€OAHHUSIM CPEHETOJIOBbIX IUIOTHOCTEW TMOMYJSIUU. ®cpp=1 a1 o00oux
ouotonoB. Kak BugHo w3 pucynka 25, mpu kodpdunuente cBmu ki <1
CPEIHEro/I0Basl IMJIOTHOCTh PHIOHOW MOMYJISILIMK MPETEPHEBaeT peryJspHbIe

KoneOanus, npu k; >1 s oOoux OHMOTONOB XapakTEepeH CTalMOHAPHBIN

muHamudeckuid pexxuM. Crextp @Dypbe Uit KojdebaHUi IUIOTHOCTU MOMYJISUN
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XHUITHON PBIOBI B COCETHEM OHOTOIIE Nzg @ UJCHTUYEH CIIEKTPY KoJIeOaHMit IV23 @
To ecTh yBenuueHHEe MEKOMOTOIMHONW MHUTPALMU MPUBOJIUT K MOTEPE MPHUCYILIETO
(t.e. mpu ky = k, = 0) quHaMKKe XUIIHOW PBIOBI KOJIEOATEILHOTO PEXKUMA, TOTIa
KaK TpU HU3KUX 3HAYEHUSX KodpduuueHta cBsI3u k; CTaOUIBHOCTH TepseT
CTallUOHAPHBIA PEXKHUM, UYTO MNPUBOAUT K TMOSIBICHUIO PETYJSIPHBIX KOJeOaHUMU
(pucyHok 25).

Ha pucynke 26 nokazaHo BIMSHHE MEKOMOTOIMHONW MUTPALIMKM HA XapakTep

N3 W _ g5
AMHAMHUKH KOT'OPTHI IV, B TOM CJIy4ac, Koria ro = 0,0, 4YTO JJA OJWMHOYHOI'O

OMoTONa COOTBETCTBOBAJIO OBl PETYJSIPHBIM  KOJIEOAHUSIM  CPEAHETOJOBBIX
. 2
IJIOTHOCTEU, U r(() ) = 6,9 (xaoTuyeckue KojaeOaHusi IPU OTCYTCTBUU CBSA3U MEXKITY

ouoronamu). Bunno, 4to xapakrep crnektpa @ypbe 3aBUCUT OT 3HA4Y€HUs ki U B
MEHBIIIEH CTeneHu OT 3HaueHus k,. [Ipu k; = 0,5 ciektp @ypre ansa konedanuii
IVZB’ ) COOTBETCTBYET XAaOTHYECKUM KOJEOAHUSAM, C YBEIMYEHHUEM MHTEHCUBHOCTHU
MUTPAIMA XAOTUYECKUM PEKUM TIEPEXOJUT B PEKUM PETYJSPHBIX KOJIEOaHUN
(puc. 26). To ecTtp MeXOMOTONHAS MUTPALMS PHIObI MOXKET J1€CTAOMIM3UPOBATH
KaK CTalMOHApHbIM, TaK M XAaOTHYECKUU PEXKUM, NPHUBOJA K PETYJISIPHBIM U

KBa3UPETYJSIPHBIM KOJICOAHUSIM TJIOTHOCTEN PHIOHBIX MOMYJISIUNA.
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Pucynox 26. Cnektpsl ®Dypre KojebdaHui IV23 (1) IIpA  Pa3IM4YHBIX

korddunmentax cBs3u k; u k, 3nech r(()l) = 6,5u r(()z) = 6,9.

4.1.5. O0CcyXIeHUE PEIVIILTATOB

Konebanuss 4uCI€HHOCTH MOMYJSALUUNA pbI0O MOTYT OBITh CIEICTBHEM Kak
BHEIIHUX (IO OTHOLIEHUIO K THOMyJAuusM) (PakToOpoB, Tak U pPeE3yJbTaTOM
B3aUMOAEHCTBUIM  Mexay mnomyaauusaMu. Takue — konebaHHs — OTpaXKaroT
CIIOCOOHOCTD B3aMMOJICHCTBYIOLIUX MO JISIU A K CaMOperyJsLuu,
00yCIIOBIMBAEMOMN PETYJIATOPHBIMU CBS3SIMU MEX]y TEeMIIaMU OTMUpPaHUs, poCTa,
MIOJIOBOTO  CO3pPEBAaHUS 0OCOOEM M  YMCIEHHOCTBIO OTAENIbHBIX Pa3MEpPHO-
Bo3pacTHbIX KoropT (Huxonbckuii, 1950; Hukonbckuii, 1974). MccnepoBanue
PETYJSITOPHBIX CBsi3ed JAa€T BO3MOYKHOCTb IMPUOJIM3UTBCS K OHMMAHUIO
MEXaHU3MOB, JICKAIIMX B OCHOBE pA3JIMYHBIX THUIOB JAWHAMUKH PBIOHBIX

nonynsinuid  (boOwipeB, Kpukcyno, 1996), a Takke MO3BOJAET OINMPEACIUTH
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ONTUMAJIbHBIE CTPATETUU MPOMBICIA U MCKYCCTBEHHOI'O BOCIPOM3BOJICTBA PHIO
(Ricker, 1968; Kpukcynos, CHeTkoB, 1985).

N3menenus BO BpEMEHU YUCJICHHOCTHU MOy JISIIU A MOTYT
XapaKTEPHU30BATHCS CYIIECTBEHHO Pa3IMYHBIMKM BpEeMEHHBIMH MaciiTabamu (Solé,
Bascompte, 2006). BuytpuronoBeie koneOanus (KaueCTBEHHO CXOAHBIE C TEMH,
YTO TMOKa3aHbl Ha puC. 18) B 3HAUUTEIBHONU Mepe SIBISIOTCS CIEACTBUEM
nepuoaudeckux nonoiguenui nonynsamnuii (boowsipes, Kpukcynos, 1996). Hapsiay ¢
BHYTPHUTOJIOBBIMH KOJIEOAHUSIMU UMEIOT MECTO JIOJITONEPUOANIECKUE OCIUIIISIIIUN
YUCJIEHHOCTU TMOMYJSUM, XapaKTepHblE BpPEMEHAa KOTOPBIX (T.€. BEIUYHHBI
YCPEIHEHHBIX BPEMEHHBIX HMHTEPBAIOB MEXKAY IOCIEAOBATEIbHBIMU MMHKAMU
YUCJIEHHOCTH) CYIIECTBEHHO MPEBBIIAIOT MPOJOKUTEIBHOCTh KU3HEHHOTO
uKia opranm3mMoB (cM. puc. 21). Ilpupoma ponromepuonnyeckux KoJieOaHUN
SBJISIETCS TPEIMETOM MHOrosieTHUX uccienoBanuii (boowipeB, Kpukcynos, 1996;
®énopos, ['mnpmanos, 1980; Medvinsky, Rusakov, 2011). B mameit Mmogenu takue
kosnebanus (cMm. puc. 18 u 19) BO3HUKAIOT B OTCYTCTBHE KAaKOro OBl TO HU OBLIO
BO3JCUCTBUSI BHEMIHUX (akTopoB. BO3HUKHOBEHHE JOJITONEPUOAUUECKUX
KOJIeOaHW MOXET BBITEKaTh W3 TPOPHUUECKHUX B3aUMOACUCTBUN MEXKIY
OTJIETTbHBIMU KOMIIOHEHTaMH BOJHBIX COOOINECTB, a MPOAOKUTEIBHOCTD KU3HU
XUITHAKA SIBISETCS (PAaKTOPOM, KOTOPBIN CYyIIECTBEHHO BIUSET HA BOSHUKHOBEHUE
JOJITOTIEPUOANYECKUX KosieOaHui. Eciam mpoaobKUTEIbHOCTh KU3HU XHUITHUKA
CHIIKAETCs, KOJMYECTBO 3pENbIX PbIO MOXKET OBbITh HEIOCTATOYHBIM IS
NOJAJCPKKU TOMOJIHEHUsI phiObl. B pe3ynbTaTe mo mMepe MOMOJHEHUSI KOTOPThI
XMIIHUKOB N3 BMECTO MOCTENEHHOr0 YBEJIUYEHHS KOTrOpTa XUIIHMKOB HU3KOM
Macchl (IJTAHKTOHOSIIHBIX) yMEHbIIaeTcs. B 3TOM  cllydyae YHCJIEHHOCTH
MOTIOJTHEHUsI HEAOCTATOYHA JUIsl TMOJJAEpPXKAHUS JOJITOCPOYHOTO YBEIUYEHUS
koroptel N; , W TIPOUCXOAMT THEpexoj] OT JOJrONEPUOAUYECKOTO K
KOPOTKOIIEPUOAMUECKOMY KOJIEOAHHUIO MJIOTHOCTU MOMYJISIUU (CpaBHUTE puc. 27a
u 276). IHTepecHO, 4TO CHMXKEHHE IUIOTHOCTH KOTOPThl XHIIHUKA C HHU3KOU
Maccoi, 3a KOTOPBIM CIIEyeT MCYE3HOBEHHUE IOITONEPUOIUYECKUX KOJIeOaHUH,
coctasisieT Bcero 10 — 20%. OrMeTnm, YTO HU YMEHbBILIEHUE NMPOAOJKUTEIbHOCTH
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XKu3HH MUpHOU pbiObl (N;), HEM HU3MEHEHHEe KOX(D(OUIIMEHTOB, OTPaKAIOIINX
CKOpOCTh BocmpousBojictTBa (68 u 77) He mNpUBOAAT K TpaHchopManuu
JOJITONIEPUOANYECKUX KoJIeOaHUM B KOpPOTKOINEepUoauyeckue. biaromaps sTomy
MOXHO  MPEINOJOXKUTh, YTO XMUIIHUKHM — DBJEMEHT, Jalolluid Hayajio
JIOJITOTIEPUOAMYECKUM KOJIEOAHUSAM IJIOTHOCTU PBIOHBIX momyisiuuid. C apyrou
CTOPOHBI, U3MEHEHUSI YCIIOBHI OKpPYXaIOIIEH cpellbl TakXke MOTYT BIUSATH Ha

JTUHAMHKY TTOMYJISIIIANA PHIO M IPUBOAUTH K BOSHUKHOBEHHIO JIOJITOIEPUOINICCKIX

kojebanuii pasmepa nonyisiuu (Bjernstad et al.,, 1999; Cisneros-Mata et al.,
1996; Stige et al., 2006; Crepnurosa u ap., 2002).
(a)

Lol T &‘ . T At gy ..,_‘I

15
r'OJbl
Pucynok 27. KonebGaHus CpeaHETroJI0OBBIX IIJIOTHOCTEH 300IJIaHKTOHA W

pHIGHBIX nonynsnuii. CyMMapHble IIOTHOCTH NONYIAUA: Z, + Youq Z 2(i) — cepast
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NYHKTUpHas  JIMHUS, anﬂ(lvll(m) + IVlz(m)) — cepas CIUIOUIHAs JIMHUA,
Yon=1(Noomy + Njipy) — depmas crutommas nuuus, Y _q(N3,)) uepnas
INYHKTHpHas JuHUA. ILIOTHOCTM HOpPMHpOBaHBI Ha MAaKCHUMAJbHbIE 3HAYEHHS.
3nech 1o= 6,7. 3HaueHus1 OCTaJbHBIX NapaMeTPOB JaHbl B Tabuuue 7 [Ipunoxenus
2. a) IONronepuojnvYecKue KojaeOaHus, BOSHUKAIOUIUE MIPU MPOJOHKUTEILHOCTH
KU3HU XMILHUKA, paBHOU T; = 8 rogam, 0) KOPOTKONEPUOAUYECKHUE KOJEOaHMs,

BO3HUKAIOIIME TPU MPOAOHKUTEIHLHOCTH )KU3HU XUITHUKA, paBHOU T; = 5 romam.

VYBenuueHue temna BOCIPOM3BOACTBA 300IUIAHKTOHA, KOTOPOMY B JaHHOM
MOJIEIM COOTBETCTBYET POCT YMCIEHHOTO 3HAY€HUsl MapaMeTpa Iy NPUBOAUT K
nepexoay OT PeryJjisipHOM AMHAMHUKU K KBAa3UPETYJIAPHBIM KOJEOAHUSAM IJIOTHOCTU
peiOHBIX TomyJsinuid (puc. 21 u 22). Bo3HMKHOBEHHE TaKUX KBa3UPETYJISPHBIX
KOoJeOaHui, XapaKTepHONH OCOOEHHOCTHIO KOTOPBIX SIBJISETCS CTAllMOHAPHOCTH
nepuojia TpU HAIWMYAHA OCIIULUISAIANA aMIUTUTYbI, 7O CHX TOp OOBSICHSIOCH
BO3/ICHCTBUEM HEPETYISIPHBIX M3MEHEHUM cpenpl ooutanusi opranu3mon (Nisbet,
Gurney, 1976; Nisbet, Gurney, 1982; Pascual, Mazzega, 2003). B nannoii pabore
MBI TOKa3bIBAE€M, YTO KBAa3WUPETYJISPHBIC KOJICOAHHS MOTYT OBITh MPOSBICHUEM
B3aUMOJICUCTBUI MEXIY OTACIbHBIMU MOMYJISIUAMUA OMOTHUYECKOIO0 COOOIIECTBA
JJa)Ke B OTCYTCTBUE 3aMETHBIX 3K30I'€HHBIX BO3JECHCTBU.

JlanpHEHIIMKA POCT YHUCICHHOTO 3HA4YCHUS I1apaMmeTpa Iy XaoTU3UPYyeET
JuHaMuKy mnomyisuuid  (cMm. pucyHku 20-22). Kak wussectHo (Ott, 2002),
XaoTH4YecKkue KojebaHus (B OTAMYME OT TEPUOJUYECKUX  KOJIeOaHUiN)
XapaKTepU3yrTCsl HEeNpepbIBHBIM crieKTpoM Dypre (puc. 22). [IpumeyaTenbHo TO,
YTO HauOoJiee BBIPAKEHHBIM TapMOHHUKAM XAOTHYECKUX KOJIeOaHWH IMJIOTHOCTU
PBIOHBIX TOMYJISIUNA COOTBETCTBYIOT JOJTHUE TEPUOJBI, PaBHBIC JIECATKAM JIET;
JUIMTEJIbHOCTh TaKUX I[EPUOJIOB COM3MEpUMA C TMEepUoJaMu PEryJSIPHBIX,
MEPUOINIECKUX KOIeOaHmii (CM. PUCYHOK 22).

B xonme mnpoBeA€HHBIX HaMHU KOMIBIOTEPHBIX JKCIEPUMEHTOB OBLIO
MOKA3aHO, YTO, N0 KpalHel Mepe, HEKOTOPbIE U3 XAOTUYECKUX PEKUMOB HUMEIOT

TPaH3UTHBHBIA XapaKTep; B JAHHOM CIydae 3TO O3HA4yaeT, YTO XaocC, B KOHLE
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KOHIIOB, OOYyCIIOBIMBAE€T BBIMHPAHHWE MOJEIBHOTO COOOIIecTBa THAPOOHOHTOB.
OnHaKo JUIMTEIBHOCTh TAKUX IEPEXOIHBIX PEKUMOB, KaK CIEAYET M3 HaIIUX
KOMITBIOTEPHBIX 3KCIEPUMEHTOB, MpeBbimaer 1000 ner (Hanpumep, npu re= 6,9 u
®c2o= 1 TpaH3uTUBHBIA Xaoc jiuTcs okojol800 ser). Crosib 3HAYMTENIbHAS
JUINTENBHOCTh MEPEXOAHBIX Xa0TUYECKUX PEKHUMOB MO3BOJISIET pacCMaTpUBaTh MX
KaK CyIIECTBEHHBIN 3JIEMEHT (DYHKIIMOHUPOBAHUS BOJHBIX COOOMIECTB (CM. TaKKe
Medvinsky et al., 2001b; MenBunckuii u ap., 2002).

Mpbl Takke MOKa3alid, 4YTO MEXKOMOTONHAs MUTpauus pbIObI MOXKET
OPUBOJUTh K HW3MEHEHUSM XapakTepa JAWHAMUKMA PBIOHBIX nomyiasuuid. B
YAaCTHOCTHM, BO3PAaCTaHUE WHTEHCUBHOCTM MUIPALUA MOXKET NPUBOAUTH K
TpaHCOpMallMK XAaOTHYECKUX KoJeOaHuil B peryJsipHbie (puUCyHOK 26). B
pe3ysbTare, phlOHbIE MOMYJSALNWUA B HEKOTOPBIX CIy4yasX HCHBITHIBAIOT MEPEXO
MEXJy AMHAMMYECKUM XaOoCOM U PETyJSIPHOM AMHAMUKOMW, T.K. MHTEHCUBHOCTH
MUTpAIUH MOIBEPKEHA BIMSHUIO MPUPOAHBIX ycinoBuil. Takum 0O6pazoMm, priOHBIE
MOMYJISIIMA MOTYT CyIIeCTBOBaTh Ha Kpato xaoca (Kaufmann, Jonsen, 1990), uro
03HAYaeT, YTO XaOoTHYeCKass JMHAMHKA YacTO MPEPhIBACTCS HEXAOTUYECKUMU
KoJIe0aHUSAMU. XapaKTepHbIe YepThl TAKOTO MOBEAEHUS OOHApPYKEHbI y JMUYUHOK
pbi0bI (Dixon et al., 1999).

@nyKTyaluun YCIOBHM OKpYKaloIEW Cpeabl, NPUBOMIIIME K W3MECHEHUSIM
MHTEHCUBHOCTU MUTpALlMU PbIO, B HEKOTOPBIX CIydyasx MPUBOIAT K IMEpexojam
MEXAY PEryJIIpHbIMU KOJIEOAaHUSIMU M CTALlMOHAPHBIM COCTOSIHUEM (KaK MOKa3aHO
Ha pucyHke 25). To ecTp MeXOHOTOMHAS MUTpAIHs PHIO MOTEHLIUATIBHO CIIOCOOHA
HEOJAronpusTHO CKa3blBaTbCA Ha MPEACKA3yeMOCTHU pPBIOHOW IHMHAMUKHU. OTO
JOJKHO OBITh TOJIE3HO /JI OLIEHKM M YNpaBlIEHUS PHIOHBIMM 3amacamu, T.K.
U3MEHEHUS B MHTEHCHMBHOCTH MHIpallMM MOTYT OBITh BbI3BaHbBl HE TOJBKO
CpeloBbIMU (PaKTOpaMH, HO U U3MEHEHUSMHU B CTPYKTYpe phIOHBIX Homyssuuid. B
Ka4eCTBE MEpbI TOCTHXKEHUSI yCTONYMBOIO PHIOOJIOBCTBA CO3/IAI0TCS OXpaHsIEMbIe
pationsl Mopst (Marine Protected Areas, MPAs) (Apostolaki, et al., 2002; Roberts
et al.,, 2005). byayun 30HamMu, B KOTOpPBIX 3ampenieHa pbiOHas JioBiss, MPAs

ABJIAAIOTCA Y6G)KI/IH_ICM JJIA 9aCTHu pBIGHOﬁ MMOIIyJI AU U, CIICA0BATCIBHO, 061.[[351
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JUHAMUKA PBHIOHOTO 3amaca MOABEP)KECHA BIMSHUIO Murpanuu mexay MPA u
30HOM C pa3pelIeHHOW phIOHOM JsoByiei. Hamm pe3ynbTaThl CBUIETEIBCTBYIOT B
MnoJib3y TOr0, 4YTO Takas JUHAMHUKa OyaeT 0oJiee CIO0XKHOM, 4eM MpecKa3aHo

coBpemMeHHbIMU MPA Moensmu.
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4.2. InHaMuKa 1eJ04YUCTeHHON MOMyJIsIiun

4.2.1. Beenenune

MHorre OCOOEHHOCTH CJIOKHON JTWHAMUKH TOMYJISAIMA ONKMCAHBI C
MCIOJIb30BAaHUEM MTPOCTHIX IETEPMUHUPOBAHHBIX MaTeMaTHYECKUX Mojeneit (May,
1976; Hanski, 1999; Kot, 2001; Malchow et al., 2001; Medvinsky et al., 2002;
Malchow et al., 2004; Petrovskii, Li, 2006; Schoen, 2006; Solé, Bascompte, 2006).
Takue Mojenu, pacCMaTpUBAIOIINE HECKOJIBKUX OCHOBHBIX CBOMCTB, OOIIMX IS
pPa3HBIX  DKOCHUCTEM, HA3BIBAIOTCS  KOHIIENTYaJbHBIMH  MaTEMaTHYECKUMH
monensimu (Medvinsky et al., 2002). KonuenrtyanbHuble MOJIEIH C HEMPEPHIBHBIM
COCTOSTHUEM OKa3aJIUCh TOJIE3HBIMHU JIJIi MHOTHX HccienoBaHuii. Hampumep,
KOJICOaHMsI THUTA «XHUIIHUK-)KEPTBa», BO3HUKHOBEHHWE W ApEH(] TITaHKTOHHBIX
CTPYKTYp OBUIM MOKa3aHbl B KOHIENTYaJIbHONW MOJENH B3aUMOJICUCTBUS (DUTO- U
3ooriankToHa (Malchow, 1993, 1994). TIloka3aHo, 4YTO HEOJHOPOHAS
OKpY’KaloIasi Cpefla UrpacT PEMIAIOINIYI0 POJib B BO3HUKHOBEHHH XAOTHYECKOTO
pexuma auHamuku miankTona (Medvinsky et al., 2001). Hecmotpst Ha TO, uTO
MOJICJTA C HETIPEPBIBHBIM COCTOSHHUEM IIIMPOKO PaCHpPOCTPAHEHBI, HEBO3MOXKHO
UTHOPUPOBATH TOT (PAKT, UTO peajbHBIC MOMYJIAIMHA COCTOST W3 KOHEUYHOTO YHCIIa
JUCKPETHBIX ~ OpraHu3MOB. [lOAPTOMY IIEIOYMCICHHBIE MOJENIU  SIBISIOTCSA
ononorndecku 6oinee peanmctuaabiMu (Coulson et al., 2004).

JIJist OIlEHKM TIPEJACKA3yeMOCTH IWHAMHKHU IICJIOYMCIICHHBIX MOJENEH I10
CPaBHEHUIO C JIETEPMUHHUPOBAHHOM JIMHAMUKOM MOJEIEH C HENPEPHIBHBIM
COCTOSIHHEM TIPOaHATN3UPOBAHBI XapaKTePHbIE OCOOCHHOCTH KoJIeOaHUN pa3Mepa
TOMYJISIIIAA, BO3HHUKAIONIMX B IIEJOYMCICHHBIX aHAIOTax TPEX HEMPEPHIBHBIX
MoOJIeNiell JTUCKPETHOTO BPEMEHH, KOTOPBIC TMOJYYMIM IIUPOKOE IPU3HAHHUE B
MaTEMaTUYECKON DKOJIOTHH, & UMEHHO, JIOTUCTUYECKOTO PAa3HOCTHOTO YpaBHEHUS,

otobpakenust Pukepa, u pazHocTHOTO ypaBHeHUs ['ommepTiia.

4.2.2. Monenu

Jloructuueckoe 0TOOpakeHue:

JlorucTuyeckoe pa3HOCTHOE YPaBHEHUE MOXKET OBITh MPEAICTABICHO B BU/IE!
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News = 7N (1= 3) + N, (89)

rae N — 4YHCIIEHHOCTh NOIYJSALMH, ! — BpeMs, K — 3TO €MKOCTb Cpeabl
oOuTaHus, U ¥ MPEJICTABISET COOOM MOJENbHYI MOCTOsSHHYt0. OHO ONMCHIBAET

3aBUCUMOCTb pazMepa NOMyJsiUA B MOMEHT BpeMeHU {+/ OT pazmepa NomyJsiiuu
N
B MOMEHT BpeMeHu f. B ypaBHenuu (89) ¢akrop R =71 (1 - ?t) IIPEACTABIISAET

co00l CKOpPOCTh POCTa MOMYJSIUK KaKk (DYHKIMIO OT pa3Mepa MOmyJsimuu N.
BuaHo, 4To ¢ yBenumyeHuWeM pa3Mepa MOMYJISIIUA CKOPOCTh POCTa YUCIEHHOCTH
NONYJISIIUK CHUKaeTcsl. Pa3HOCTHAs JorucTUYECcKas MOJIETIb MOXKET MOPOKIATh U
peryJIsipHyI0, ¥ XaoTuueckyro auHamuky (Ott, 2002).

LenouncneHHbI aHAIOT JJOTUCTUYECKOTO OTOOPaKEHHUSI:

. N;
Nt+1 = Int TNt _? + Nt . (90)
31ech int[x] o3HaAYaeT IETYI0 9acTh OT X.

OTtoOpaxenue Pukepa:

Ny = rleexp (= SN, ), 91)

rje N — 9HCIIEHHOCTD MOIYJIAIHH, ¢ — BpeMsi, K — EMKOCTh Cpejibl OOUTaHus,
U r M ¢ — MOJEIbHBIE MMOCTOSHHBIE. Mojens Pukepa sBIsleTCS MOJEIBIO THIIA
3aIac-TIONOJHEHHE W HCIONB3YETCA JJIsS MOJCIUMPOBAHUS pasMepa PHIOHBIX
nonyisuii. C yBeIMueHHEM YHCIEHHOCTH MONYJISMH N pasMep IOMOJHEHHS
CHayalla PacTeT, a IOCJe JOCTHKEHUsT Kpurndeckoro 3nadenus (K/c)Inr,r > 1
HOIIOJIHEHHE HAYMHAET YMEHbIIAThCs. Mojens Pukepa BOCIIPOU3BOAUT CIOXKHYIO
TUHAMUKY, BKiIto4ast xaoc (Solé, Bascompte, 2006).

Llenouuncnenuslii ananor moaenu Pukepa:

N;, 1 = int [rNtexp (—%Nt)] (92)

Mogaens ['omnepria:

Eme oaHOM Monenbro, KOTOpas MOXET JEMOHCTPUPOBATh CIOKHOE
JAHAMUAYECKOE IIOBEJACHUE, SBISECTCA PA3HOCTHOE ypaBHeHue [ommepria.
W3navansHo oHO ObuTO pazpaborano benmxamunom [ommepruem (Gompertz,

1825) nnst Toro, yToObl OMMCaTh CMEPTHOCTH YEJIOBEKAa B MPEIOJIOKEHUHU, YTO
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BEPOATHOCTh YMEPETh YBEIWYMBACTCS C BO3pPACTOM B T'€OMETPUYECKOU
Iporpeccuu. YpasHeHue ['omriepriia TakKe UCIOIb3YEeTCsl B OKOJIOTUH IPOMBICIIA

(Fox, 1970). 3nech MbI ucniosibdyem otoOpaxenue ['ommnepTia B Buje:
_ Nt

Nt+1 —_— —T‘Nt ll‘l; + Nt, (93)

rae N — YUCJIEHHOCTh NOmyJsiuuu, t — Bpemsi, K — 370 €MKOCTh cpefbl
obutanus, ¥ r — MojendbHas mocrosHHas. CKOpPOCTh pocTa MOmyJasanuu R =
rIn(N./K).

Llenouucnenusii anamor moaenu ['omneprua:

: N¢
N, = int|—7rN; ln? + N; (94)
Mpbl uccneoBaii JBa BapuaHTa IIyYMOBOTO BO3ICHCTBUS Ha JTUHAMHKY

CHCTCMBEI. AHaJ'IOFaMI/I, CoACpKalllMMU  CTOXACTHUYCCKYK0 KOMIIOHCHTY  IJIA

ypaBHenus (90) ObuIn:

Ny = int [r(1+ ov)N, (1-55) + N, (95)
nu
Neyy = int[rN, (1 - %) + N (96)

31ech U fajlee G — UHTEHCUBHOCTD IIyMa, V — HOPMUPOBAHHAs ClydaHas
BEJIMYMHA, paclpeneI€HHas 10 HOPMaJIbHOMY 3aKOHY.

AHaJoru, cojiepaiiue CTOXaCTUYECKYI0 KOMIIOHEHTY JyIsl ypaBHeHUs (92):

N, = int -rexp(m/)Ntexp (— ENt)] 97)
i K
U
| c
N;,, = int _rNtexp (— mNt)]. (98)
AHaoru, coiepkaiimue CTOXacCTUYeCKy0 KOMIIOHEHTY JiJi ypaBHeHUs (94):
N¢yq = int [—r In(e + ov) N, ln% + Nt] (99)
U
. N;
Niyq = 1nt[ rN¢ In XLtom) + Nt]. (100)
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OueBnpHo, uyTo mnpu 3HaueHMHM o0 = (0 ypaBHEHUS HE COJEpXKaT
CTOXaCTMYECKYI0 KOMIIOHEHTY M OINMCHIBAIOT JETEPMUHUPOBAHHBbIE KojeOaHUs

YHUCJICHHOCTH IIOITYJISALHH.

4.2.3. Pe3yabTaTthl

4.2.3.1. JlerepMUHUAPOBAHHAs TUHAMHUKA LETOYUCIEHHBIX MOJIEIICH

Ha pucynke 28 mpencraBienbl 0udypKalmoHHbIC TUArpPaMMbl MOJEIEH C
HernpepbeIBHBIM cocTosiHueM (89) (puc.28a), (91) (puc. 288) u (93) (puc. 28n1) u
OudypKrarmoHHbIE TUAarpaMMBbI LIETIOYUCICHHBIX BEPCUM STUX MOJEIICH: ypaBHEHUS
(90), (92) u (94) (puc. 286, T 1 € COOTBETCTBEHHO). budypKkallMoHHbIEC TUarpaMMBbl
MoOJieJIell C HENMPEPBIBHBIM COCTOSTHUEM IOKa3bIBAIOT MEPEXOJ OT CTAMOHAPHOIO
COCTOSIHUS K PETYJISIPHBIM KoJieOaHUsl (B KaUeCTBE MPUMEPA CM. BEPXHIOI BCTAaBKY
Ha puc. 28a), a 3aTeM Mepexo/i K Xa0OTUUECKON JUHAMUKE Yepe3 YABOCHUSI MepHoia
(mprMep XaoTHYECKHUX KOJeOaHMM MMOKa3aH Ha HWXKHEH BcTaBke Ha puc. 28a). Ha
NepBBI  B3MIsLL OUGYpKAIMOHHBIE JTUArpaMMbl IEJIOYUCICHHBIX MOJENIeH B
npaBoil KoJoHKe (puc. 28) MoX0XHu Ha OUQypKALMOHHbBIE AUArpaMMbl MOJENEN ¢
HEIMPEPBIBHBIM COCTOSIHMEM (JieBasi KOJIOHKa Ha puc. 28). EIuHCTBEHHBIM
3aMETHBIM OTJIMYHMEM SIBISIETCA OOJbIlasi Pa3pekeHHOCTh OUdypKaMOHHBIX
JUarpaMM IEJIOYMCICHHBIX MOJIENIEH B «XaO0TUUYECKUX)» PETMOHAX IO CPABHEHMIO C

X HCIIPCPBIBHBIMU dHAJIOT'aMHU.
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Pucynox 28. budypkanuonsasie quarpaMMbl JJisi MOJIEIEH ¢ HEMPEPHIBHBIM
3HaYEHUEM IEPEMEHHOMN COCTOsIHUA (JieBasi KOJIOHKA) U LEJOUYUCIEHHBIX MOJAeen
(npaBass kononka). K=1000. IToxazano 4000 utepanuii ajigs KaXXI0ro 3HaA4YCHUS
napamerpa r. (a) Jloructuueckas wmoxaenb (89). Ilpumepsl peryaspHOTO
BPEMEHHOTO psaa (mpu r=2,2) U HEPEryJSIPHOIO BPEMEHHOro psaa (mpu r=2,8)
MOKa3aHbl HA BEPXHUX M HIXKHMX BCTABKaX COOTBETCTBEHHO. [[J1s1 HeperylispHOTo
BPEMEHHOIO  psiga JOMHMHAHTHAs  JISIIyHOBCKas  dKcnoHeHTa — A=+0,44.
[TonoxurenbHas JSAMYHOBCKasl SKCIIOHEHTA sIBJsieTCsl Mpu3HaKkoM xaoca (Boccara,
2004). [ns BbIYMCICHHS JIAMYHOBCKOM SKCIIOHEHTHI Mbl HMCIOJIb30BaIU METO/,
onucanupli B (Kantz, Schreiber, 1997). (0) memo4YuCICHHBIA aHAJIOT

noructuueckor mozaenu (90). BpeMennsie psapl npu 1=2,2 U 0pu r=2,8 noKa3aHsbl
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Ha BEpPXHHUX M HUKHUX BCTaBKAaX COOTBETCTBEHHO. (B) mojnenb Pukepa (91) r=17,
K=1000, c=1. (r) uenouncieHHsii anaisor moaenu Pukepa (92), r=17, K=1000,
c=1. (n) mogens [N'omneptua (93), r=2,7, K=1000. (€) 1ucKpeTHbII aHATIOT MOJEIU

['omneprua (94), r=2,7, K=1000.

Onnako, Ka3anoch Obl, HEpEryJIIpHbIEe KoJeOaHus (B KauecTBE MpuMepa CM.
HUKHIOIO BCTaBKYy Ha puc. 280), KOTOpbIE BO3ZHUKAIOT B pe3ylibTare Oudypkranuu
YABOEHUS Mepuojia B menourcieHubix moaensx (90), (92) u (94), na camom jene
OKa3bpIBAIOTCA HE XaoTWuHbIMM. Ha puc. 29 mnpencraBieHbl CHEKTPAIBHBIC
IUIOTHOCTH BPEMEHHBIX PSAJIOB, OTPE3KHM KOTOPBIX MPEACTaBICHbl B HIKHHX
BCTaBKax Ha puc. 28 a u 0. MoXHO BHUJETh, YTO CIEKTpajbHas IUIOTHOCTh
JUHAMHUKA MOJEIIM C HENPEPBIBHBIM COCTOSIHUEM (puc. 29a) MMEET MIHUPOKYIO
HEMPEPHIBHYIO  COCTABJISIONIYIO,  SIBJSIOLIYIOCA  OTJIMYUTEIBHOM — 4yepToi
xaotudeckor nuHamuku (Ott, 2002). B otnuyue ot cnekTpa, NoKa3aHHOTO Ha PHUC.
29a, ciekTpaibHas IJIOTHOCTh JUHAMHMKH JUCKPETHON Mojenu (puc. 290) cocTout
U3 JHUCKPETHBIX KOMIIOHEHT, XapaKTEPHBIX [JIsi PEryJIpHOro, HE XaOTUYHOIO

ITIOBCICHMA.

(a) | | | ~®

0.251

0154

0.054

0- ‘||| . ‘ | . I

0 10 20 30 40 50
mepHO nepHON

Pucynok 29. Cnektpbl @ypsbe. (a) XaoTuueckas IMHaMHKa, BOSHUKAIOLIAs B
HETMPEpPhIBHON 10 TIEPEMEHHOW COCTOSIHUS JIoTUCTHYeckor wmonenu (89). (0)

I[I/IHEIMI/IKa, BO3HHUKAIOMIAsl B IEJIOYMCICHHOM aHAJIOre JIOTMCTUYECKOM MOJEIN
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(90) mpu Tex ke 3HAYEHHUSAX MapaMerpa r Kak ¥ B (a). B oOoux cimydasx r=2,8,

K=1000.
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Pucynok 30. Pekyppentrnble auarpammbl. (a) XaoThyeckas IWHAMUKAa,
BO3HHKAIOMAss B JIOTUCTHYEeCKOW wmomenu (89) mpum r=2,8. (0) Perymsapuas
JMHAMMKa, BO3HUKAIOLIAs B LEJIOYMCIEHHOM aHajore Jioructuueckoi mozaenu (90)

npu r=2,8. B 06oux ciayyasax K=1000. Pazmep okpectroctu 0, 005.

Pasnuiia mexay AMHAMUKAMU MOJIENIUA C HEMNPEPHIBHBIM COCTOSIHUEM U
LEJOYHUCICHHON MOJIeNIM TaKKe OTUETJIMBO BUIHA HA PEKYPPEHTHBIX JHUAarpaMmax
(puc. 30). Ha puc. 30a uzo0OpaxeHa pekyppeHTHas auarpamma Jjisi XaOTU4eCKOTo
BPEMEHHOTO psiJia, TEHEPUPYEMOrO MOJCIbI0O C HENPEPHIBHBIM 3HAYCHUEM
nepeMeHHoi coctostHus (89). DTa peKyppeHTHas auarpamMma HMEET CIIOKHYIO
CTPYKTYpy, THUIHUYHYIO g Xaothueckor aumHamuku (Eckmann et al., 1987).
Opnako nenouuciieHHbld ananor (90) momenu (89) mpu Tex Ke 3HAYEHUSIX
apaMeTpoOB CO3/IAE€T PETYISIPHYIO PEKYPPEHTHYIO JUarpammy, KOTOpasi OTpaKaet
NEepUOANYECKUEe U3MEHEHUsl uucieHHocTu nomnyisuuu (Puc. 296), XoTa ydacTok
BPEMEHHOT0 psifia (HUKHSIS BCTaBKa Ha pUC. 280) BBITIAIUT KaK HEPETYJISIPHBII.

[IpumeyaTenbHO, YTO MEPUOJUYHOCTh B AUHAMUKE MOJEIU C JUCKPETHBIM
COCTOSTHUEM MOKET COYETaThCsl C UYBCTBUTEIBLHOCTHIO K HayaJbHBIM YCJIOBUSIM,
YTO 4YacTO pPacCMaTpUBAaEeTCs KaK IMPU3HAK XaOTUYECKOro ToBelneHus. B

IpoCTElIIEM Cllydae W3MEHEHUE HAuyalbHbIX YCJIOBUW MPUBOJMUT K CABUTY (ha3bl
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KoJe0aHui B ynciaeHHOCTH nomnyssinui. Ha pucynke 31 npuBeneH npumep Takou
qYBCTBUTEJIBHOCTA. MOXHO yBUJETh, KAK OTPE30K BPEMEHHOI'O psila CMEIAETCs
BO BPEMEHU MpU HEOOJbIIOM HM3MEHEHHHM HAyalbHOTO pa3Mepa MNOMYJISLHUU.
Hexaotnueckuil BpPEMEHHOM psifi LEJIOYUCICHHOM MOJEIH, IapaMETPUUECKU
COOTBETCTBYIOIIUNA XAaOTHYECKOMY BPEMEHHOMY psIy MOJEIU C HENPEPBIBHBIM
COCTOSIHUEM,  COCTOMT W3  IEPUOAUYECKH  TMOBTOPSAIOLIMXCA  OTPE3KOB

HEPETYJSIPHBIX KOJIeOaHU pazMepa MOIyJISIUY.

| @) |
Nt 1 500 T T I* T T T T *J
1000
500+ -
0 | | | | | | | |
0 10 20 30 40 50 60 70 80 90
t
(6)
N, 1500 . ¢ . . . . VIV . .
1000
500 -
0 | | | | | | | |
0 10 20 30 40 50 60 70 80 tgo

Pucynok 31. CaBur ¢a3bl BO BpEMEHHBIX Psiiax LEJIOYHCIECHHOTO aHajlora
jgoructudeckoro ypaBHeHuss (90) mpu U3MEHEHMM HAYaJIbHOM YHCIEHHOCTH
nonyssiiuu: (a) No=750, (6) Ng=751. B 06oux cayuasx r=2,8, K=1000. Ctpenka

yKa3bIBa€T Ha HaYaJl0 U KOHEL MOBTOPSAIOIIETrOCsl OTPE3Ka BPEMEHHOT'O Psia.

Ha pucynke 32 mokaszan npumep emie 0oiee pe3kux M3MEHEHHUI XapakTepa
KOJIeOaHUH pa3Mmepa MOMyJSIIUU, OOYCIOBICHHBIX 3aBUCHUMOCTBIO JHHAMUKH
IEJIOYMCIIEHHON MOJIEH OT HAavaJbHBIX YCIOBUI. A UMEHHO, MOXHO YBUJIETh TPU

TUIIA PEryJSpHbIX KosieOaHui (puc. 32), KOTOpBIE SBIAIOTCA PE3YJIbTATOM
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U3MEHEHUI NEepBOHAYAJIBHOIO pasmepa nomyiasuuu (Ny). s  BbelsiBIeHUs
Pa3IMYHBIX aTTPAKTOPOB, COOTBETCTBYIOIIMX PA3JIMYHBIM 3HAYEHUSIM N), ObLIM
IIPOBEJEHBI PACYEThl C HCIIOJIB30BAHUEM BCEX TPEX MOJENEH C IUCKPETHBIM

3HaueHHEM nepemeHHou coctosinus: (90), (92) u (94).

(a)
T T T T T T T
N, 1500 -
1000 F .
500 s
1 1 | | | | | | |
0 5 10 15 20 25 30 35 40 43 50
t
(6)
Nt 1500 [ T T T T T T T T ]
1000 F
500 - s
| 1 | | | | | |
0 5 10 15 20 25 30 35 40 43 (30
(®)
Nt 1500 B T T T T T T T T ]
1000
500 - R
1 | | | | | | |
0 5 10 15 20 25 30 35 40 43 50

t
Pucynox 32. ATTpakTopbhl IEJIOYUCICHHOIO aHajlora JOTHCTUYECKOM

mozenu (90) mpu pa3IUuHbIX HadaldbHBIX ycloBusix: (a) No=416, (6) Ny=417, (B)

No=418. Bo Bcex ciyuasx r=2,8, K=1268.

Ha pucynke 33 mpeacraBieHbl OSTh aTTPAKTOPOB LETOYHUCIEHHOW MOJETU
Puxepa (92), xoTOpble BO3HUKAIOT NPU PA3IUYHBIX 3HAUYEHUsAX N, 3HauYeHUs
napaMeTpoB MOJEIN OCTAIOTCS HEU3MEHHBIMH U OJMHAKOBBIMU IS KaXIOTO M3

ITUX KOHKYPHPYIOIUX aTTPAKTOPOB.
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(6)

0 10 20 30 40 50 &0 t?O
(T)
T | T T T T
N, 5000 - -
O | | | | | |
0 10 20 30 40 0 a0 ¢ 70
(1)
T T T T T
N, 5000 =
O | | | 1 1 1
0 10 20 30 40 50 &0 a0

t

Pucynok 33. ATTpakTopbl LEJIOYMCIEHHOrO aHainora mojeinu Pukepa (92)
IpU pa3IMYHbIX HadaJbHBIX ycloBusX: (a) No=167, (0) No=168, (B) Ny=169, ()
No=178, (1) Ny=179. Bo Bcex cayuasx r=17, c=1, K=1000.

Ha pucynke 34 moka3aHbl 4YeTBIpE KOHKYPHUPYIOUIUMX PETYISPHBIX
K0J1e0aTeNbHbIX pexuMa (aTTpakTopa) B uenouucienHon moaenu I'omneprua (94).
Bce nuckpeTHble COCTOSIHMSI KOHKYPHUPYIOLIMX aTTPAKTOpoB (puc. 32-34)
BO3HUKAIOT MPU 3HAUEHUSAX IapaMeTPOB MOJENN, COOTBETCTBYIOIIMX Xa0THYECKON

JUHaAMHKC MOI[GH@IZ C HCIIPCPLIBHBIM COCTOSAHUCM.
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(a)

Nt 2000 T T T T T
1000
0 I I 1 I l
0 10 20 30 40 S0 &0
(©) :
Nt 2000 T T T T T
1000 -
O | | | |
0 10 20 30 40 50 &0
() ;
Nt 2000 T T T T T
1000 - .
O | | |
0 10 20 30 40 50 t60
(T)
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1000 —
0 1 I 1 1 l
0 10 20 30 40 S0 t60

Pucynok 34. ATTpakTopbl LEJIOYMCIEHHOrO aHaiora mozenu lommeprua

(94) npu pa3nuuHBIX HadadbHBIX yciaoBusax: (a) No=389, (6) Ny;=404, (B) Ny=405,
(r) Ny=429, Bo Bcex ciyuasx r=2,7, K=1174.

Ha pucynke 35 npuBeneH npumep 3aBucumoctd aiunbl (L) nepuoanuecku

ITOBTOPSIOLIETOCS OTPE3Ka BPEMEHHOTO psila OT HAYAIBHBIX YCIOBUU. BHyTpHu

KaXXIa0ro OTpe3Ka 4YHUCIICHHOCTL IIOIMYyJIIOUU MOXKCT KoJIeOaThCs HCPCTYIAPHO.

MoxHo BuaeTh (puc. 35) 4To B 3TOM ciiydae BpeMeHHbie psanel ¢ L = 14 Goinee

BEPOSITHBI, TAK KaK OHU MPOUCXOMAT C OOJBIIEH YaCTOTON, YeM OCTaJbHBIC, T.€. C

L=9ulL =4.
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Pucynok 35. 3aBucumocth jiuHBl (L) HEpHOIUYECKH MMOBTOPSIFOLIETOCS
OTpe3Ka BPEMEHHOrO psja OT Ha4YalbHBIX YCIOBHH B  ILIEJIOYUCIECHHOM
noructryeckoit mogenu (90). 3necs N, € [200,450]. ITapamerpsr moaenu r=2,8,

K=1268.

42.3.2. JluHamMuKa  IEJOYHCIACHHBIX  MoJelIe ¢  100aBOYHBIM
CTOXaCTUYCCKUM KOMITOHCHTOM

Henouncnenusie monenu (90), (92) u (94) He yuuTHIBAIOT IIYyM, B TO BpeMs
KaK peajibHble TOIYJISIMU BCETJa MOJBEPraloTCs BO3JCUCTBUIO CTOXAaCTUYECKHX
dakTopoB okpyxkatomeit cpeasl (Malchow et al., 2002; Coulson et al., 2004).
Osxumaercsi, 4To J00aBICHUE IIIyMa 3aCTaBUT IICJIOYMCICHHBIE CHUCTEMBI BECTH
ceds Tak ke, KaKk M UX HempepbiBHble aHanoru (Scheuring, Domokos, 2007).
OpnHako paHee ObUIO MOKA3aHO, YTO J00ABJIEHUE IIyMa HE NMPUBOJUT HU K YHCTO
CTOXAacCTUYECKOW, HU K xaoTudeckor auHamuke (King et al., 2002). C momorbio
mozeneit (95)—(100) ™Mbl oOlLleHMBaeM BIMSHUE IIyMa Ha MPeACcKa3yeMOCTb

JAWMHAMHKH YU CJIICHHOCTH MOJCJIN Ha OCHOBC I CJIbIX YHUCCII.
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Pucynok 36. I[lpeacka3yeMoCcTh 3allyMJIEHHOTO ILIEJIOYMCIEHHOIO aHajiora
mozenu Pukepa; 6=0,0001, T=10000, d=3. OcTtansHble mapaMeTphl KaK Ha puc. 28.
(a) TIpenckasamnbie 3HadeHuss N/ 0003HAYEHBI KPYKOUKAMH, «PEATbHBICY
3HaueHus1 N; 0003HaUYEHBI 3Be3/104KaMHU, (0) COOTBETCTBYIOIINE 3HAYEHHUS OIIHMOKH

npeackazanus E, paccuntannoi mo gopmye (64).

Pucynok 36a mo3BOJISIET CpPaBHUTH «peajbHbIe» 3HAaYeHUs (QYHKUMH N,
MIOJIyYEHHbIE c UCIIOJIb30BaHUEM CTOXACTUYECKOU BEpCUU (97)
JETEPMUHUPOBAHHOTO OTOOpakeHus Pukepa (92), u mpeacka3zaHHbIE 3HAYEHUS
sroil pyHkuuu. Ha pucynke 360 mnoka3aHbl COOTBETCTBYIOLIME W3MEHEHUS
3HauYeHUs OWMOKMU mpenckazanus E. BugHo, 4TO B JaHHOM Ciydyae TOPU3OHT
npeackazyeMocTd Ipr, T.e. BpeMs, HEOOXOAUMOE JUIsi TOTO, YTOOBI OITHOKa

HHTCPIIOJIAINN E'HOCTHFHa MpcacjibHOIO 3HanHHH:Eb PaBCH 28 BPCMCHHBIM
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maraM. 3HadeHue E BapbupyeT OT OJHOTO 3KCHEPUMEHTA K APYroMYy; B CpEeIHEM
TOPU3OHT TpeackazyeMoctu Tpr mist otobpaxkenus (97) mpu o = 0.0001
npuMepHo paBeH 20 BpeMeHHbIM 1maram. HanoxkeHnue oHOro U TOro ke nryma Ha
Xa0TUYECKYIO IUHAMUKY Monelid Pukepa ¢ HENpepbIBHBIM COCTOSIHUEM JaeT 1pr,
paBHBI B cpeaHeM 15 BpeMmeHHbIM miaram. PasHuiia mMexay 3HadeHusiMu 1pr,
MOJIYYEHHBIMU JUISl XaOTUYECKOW JMHAMHUKH MoOJienu Pukepa ¢ HenpepbIBHBIM
COCTOSIHUEM, M €€ LIEJIOYMCIECHHBIMU IIYMOBBIMH aHAJOTaMH HCYE3aeT MO Mepe
yBelM4YeHnus: MHTeHcUuBHOCTH wyMa o. [Ipu o = 0.01 ycpenneHHble 3HayeHUs
TOPU30HTA MPEACKA3yEMOCTH JUHAMUKH JIUCKPETHOM MOJAEIW U MOJEIH C
HEIMPEPBIBHBIM COCTOSIHUEM CTAHOBSATCS MPAKTUYECKU OJMHAKOBBIMU U PABHBIMU
10 maram. Camo coboi pazymeeTcsi, 4TO JJIsl PETrYJSIpHON JUHAMHUKHU, KOTOPYIO
JaeT JEeTePMUHUPOBAHHAS MOJENbh 0€3 CTOXacTUYeCKOW KOMIOHEHTH (92), Tpr
=c0. B omimune ot otobpaxkenus (97) coaepkamue mym aHaimoru (95) u (99)
JIOTUCTUYECKOTO  OTOOpakeHUsT W Mozenu [ommepTua  JIEMOHCTPUPYIOT
TpaHchopMaInMio KoJIeOATEIbHBIX PEKMMOB B CTallMOHApHBIE cocTosiHUS. [lpu
ATOM pa3Mep MOMYJISIUA HE MEHSETCSI BO BpEMEHHU, a 1pr =0,

CranmoHapHble COCTOSIHUSL HE TMOSBISIIOTCS, €CJIM BHEIIHUW  ILIyM
HaKJIaJIbIBaeTCsl Ha EMKOCTh cpefbl K; cM. ypaBHeHus (96), (98) u (100). s Bcex
aTUX Moguenen Tpr npuMepHo paBeH 15 BpemenneiM maram mpu o= 0.0001 m
noutH BJiBoe MeHble npu 6= 0.005. IToutu Te ke 3HaueHus: 7pr NoIy4yaroTcs Npu
n00aBJIECHUH 1IyMa K XaOTHYECKOM JMHAMHUKE MOJEIM C HENpPEPbIBHBIM

COCTOAHUCM.

4.2.33. JluHamMuKa  UEJIOYMUCICHHOW  MOJEIN  CTPYKTYPUPOBAHHOU
HOIYJISILIUH

IIpy 1enoYnCICHHOM MOJAEIUPOBAHUN JMHAMUYECKHE PEXUMBI MOJEIU
(65)-(84) ornuuaroTCsA OT AMHAMUYECKUX PEKUMOB IPU HEMPEPBIBHBIX 3HAYEHUSAX
NEPEMEHHBIX COCTOSHUSA. XapaKTep AMHAMMKH IIEJIOUUCICHHOIO aHajgora MOJENu
(65)-(84) mpu pa3aMYHBIX 3HAYEHUSX MAPAMETPOB Iy U My MOKA3aH HA PUCYHKE

37.
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Pucynok 37. 3aBUCHUMOCTh XapakTepa JUHAMHKUA YCPEIHEHHON B pamKax
OJIHOTO T'0/la CYMMApHOii (110 BO3PACTy) YMCIAEHHOCTH MOMYJIALMH XUIIHUKA N3 OT
NapamMeTpoB Iy U Mcop. OKPYKHOCTH C YUCIAMH BHYTPH COOTBETCTBYIOT
perylspHbIM KOJIEeOaHUSAM IIOTHOCTM IOMYJSLMM XMIIHMKA N3 ; 4ucla
0003HaUalOT 3HAYECHHUS Tepuoja J3TuX Kojebanuil. Cepple Kpyrm 0003HAYAIOT
KBa3UpETyJISIipHBbIE KOJICOAaHUs, a YEpHBIE KBagpaThl — CMEPTh THUAPOOHOHTOB.
OO6macth, BBIIETEHHAS TYHKTUPOM, COOTBETCTBYET 3HAYCHHSIM IapaMeTpPOB Ha

pUCYyHKe 22.

N3 pucynka 37 BUIHO, YTO B JMHAMHUKE IEJIOYUCICHHON MOJEIU IIpHU
HCCIICIyEMbIX 3HAYEHUSIX MapaMeTPOB OTCYTCTBYET XAOTHUYECKUU pexuM. BuaHo
TAaKXe, YTO B MPOCTPAHCTBE MApPaMETPOB LEJIIOYUCICHHON MOJIECIIM UMEET MECTO
obmmpHast 00J1acTh, COOTBETCTBYIOIIAsI BEIMUpaHUIO TTomysaiuu. [losBiaenue sToi

o0acTu O6yCJIOBH€HO MNaacHUEM YUCJICHHOCTH HMKC KPUTHYICCKOTO 3HAUCHMU .
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[Ipn 3HaueHusix mnapameTpoB 1p=6.8 U ®y»=1 Kak I8 Mouenu ¢
HEIIPEPBIBHBIM COCTOSIHUEM, TaK M JUIA LCJIOYUCICHHOW MOJCIM XapaKTEepeH
JUHAMUYECKUNA PEXHUM KBa3HpEryJsipHbIX KosneOanuid. Ilpu sTtom B ciyuae
LEJIOYHUCICHHOW MOJeNd HaOMI0AAeTCs UYyBCTBUTEJIBHOCTh K  HaydaJbHBIM
YCJIOBUSM, HE XapaKTEepHasl UIsl MOJEIU ¢ HEIPEPBIBHBIM 3HAYEHUEM IIEPEMEHHBIX
COCTOSIHUSA IIPU TEX K€ napameTpax (puc. 38).

B
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o) n
T

35
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1, TOOEI

Pucynok 38. 3aBUCHMMOCTh JMHAMUKHN yCPEAHEHHOM B paMKax OJHOIO rojaa
cyMMapHoO# (10 BO3pacTy) YMCICHHOCTH TOMYJISIMU XUIIHUKA IVZ‘?’ OT HaydaJIbHBIX
yciaoBui. 3nech 1y5=6.8 U My p=1. CrnomHoi nuHHEeW 0003HaYeHA JUHAMMKA

o 1 o o o
MOMYJISILMU ¢ HAYaJIbHOW YMCIEHHOCTHI0 Ni paBHOU 117052, myHKTUPHOU JIMHUEH
o003HaUeHa JWHAMHUKA TOMYJAIUU C HAYaJbHOW YMCICHHOCTHIO N11 paBHOM
117053, ocranbHble HaYaJlbHbIC YMCICHHOCTH U CPEJIHHE MAacCChl OJIMHAKOBBI JIJIS

000uX BapUaAHTOB.
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Cnexktp @ypbe s ILENOYUCICHHOrO aHanora wmojenu (65)-(84) nns
peKMMa KBa3HPETYJSIPHBIX KOJeOaHWH, BO3ZHUKAIIUX TPU 1(=6.8 U ®cor=1,

MOKa3aH Ha pucyHke 39.

09 .
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051 =
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01t |
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0 100 200 300 400 500

nepHo[

Pucynok 39. Cnekrp ®ypbe koneGanuii N3 npy 3HAUEHMSAX MapaMETPOB

r0=6. 8u We22™= 1.

OtMeTuM, 4TO B LEJIOYUCICHHOM aHajiore moaenu (65)-(84) orcyTrcTByeT
CTalMOHAPHBIN PEXUM. ITO O0YJIOBICHO TEM, YTO B PE3YJIbTATE BBIACICHUS 1EI0N
YaCTH Ha KaXJIOM IlIare BhIYUCICHUI BMECTO CTAIIMOHAPHOTO PEXKUMA MOSBIISIIOTCS

HU3KOAMIUIMTYIHbIE HEeperyJsipHbie Kojebanus (puc. 40).
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Pucynok 40. O6pasen xonebanuii unciaennoctd N3 npu rg=6.4 1 g n=1.1
JUIA 1IEJIOYUCIICHHONM Mojenu (CIUIOUIHAsl JMHMSI) M COOTBETCTBYIOIUMNA 3THUM
3HAYEHUSAM I[1apaMETPOB CTALMOHAp JJII MOJEIHM C HENPEPbIBHBIM 3HAYEHUEM

MEPEMEHHBIX COCTOSIHUA (IYHKTUPHAS JTUHUA).

4.2 4. O0CyXIECHUE DEIVIILTATOB

PasnoctHoe noructuueckoe ypaBHenue (89), oroopaxkenue Pukepa (91) u
ypaBHenue ['ommeprtua (93) OTHOCATCS K KATErOpUU JUCKPETHBIX IO BPEMEHHU
KOHIIENTYaJIbHBIX MOJEJIEN C HENpPEpPhIBHBIM COCTOSIHMEM. PaccMOTpeHHbIE HaMu
aHAJIOTU TPEACTABISIOT COOOM MOJENM JUCKPETHBIE W IO BPEMEHHU, U IO
COCTOSIHHUIO.

Panee (Henson et al., 2001) Obuto mokaszaHo, YTO B OTJIWYHE OT MOJEIHU
Pukepa ¢ HenpepsiBHbIM cocTosiHueM (Ricker, 1954), B koTOopoil MOKeT BO3HUKATh
XaO0TUYECKHM  peXuM, IeJIOYHCICHHbIH  aHaior  oroOpaxeHuss Pukepa
JEMOHCTPUPYET TOJIBKO MEPUOJUYECKUN PEKUM. AHAJIOTHMYHBIA pe3yjbTaT ObLI
MOJIYYeH HaMU Ha MPUMEPE JIOTUCTUYECKOT0 OTOoOpaskeHust 1 mojenu ['ommepriia.

HGCMOTpH Ha TO, 4YTO IICPHOAMYCCKAA JHMHAMHKA OJOJIZKHA OBITH ITOJIHOCTBIO
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npeickazyema, Mbl mnokaszanud (puc. 31-34), uro sta peryisipHas JUHAMHKa
0OHapy’KMBAaeT YYBCTBUTEJIBHOCTh K HAYaJbHBIM YCJIOBHUSM, KOTOpPas OOBIYHO
BocIpuHUMaeTcs: kak npu3Hak xaoca (Kaplan, Glass, 1995). Panee mnoxaszano
(Medvinsky et al., 2001), 9To 1a’ke B OTCYTCTBHE JF0OOT0 BHEIITHETO BO3JCHCTBUS
COCYIIECTBOBAHUE XAOTHYECKOTO W PEryjsipHOrO aTTPAKTOPOB B pE3yJibTare
I Gy3HOTO B3aUMOACHCTBHUS MEXKIY pasIUYHBIMU CpelaMu OOWTaHus B
HEOJHOPOJIHOM MOPCKOM cpelle BEeAeT K IPAaKTHUYECKH HEINpPEeICcCKa3yeMbIM
KOJeOaHUsIM 4YHUCICHHOCTHM monyiauuii. B Hamem cioydae 3aBUCHMOCTH
pPEryiIsipHON AMHAMHUKUA LEIOYUCICHHBIX MOJENEH OT HAauyaJbHBIX YCIOBUH — 3TO
MOCJIEJICTBUE KOHKYPEHIIUU OTAEIbHBIX HEXa0THUECKUX aTTPAKTOPOB.

MpbI noka3zanu, 4TO NOSIBJICHUE KOHKYPHUPYIOLIUX PETYJISPHBIX aTTPAKTOPOB
B Mmomemsix Oe3 myma (90), (92) u (94) mpoucxoauT u3-3a paCHICTIICHUS
Xa0TUYECKOI'0 aTTPaKTOpa MpH MEePexo/ie OT MOJENH MOMYJISIIUOHHONW TUHAMUKY C
HEIPEPBIBHBIM COCTOSSHUEM K ILEJOYUCIEHHOW Mozend. CoOTBETCTBYIOIIKE
HEXAOTUYECKHE BPEMEHHBIE PSJbl XapaKTEpU3YIOTCS Pa3IMYHBIMUA 3HAYCHUSIMU
JUTMHBI L MIEpUOUYECKH TOBTOPSIONIETOCs OTpe3Ka BpeMeHHoro psaa (puc. 35).
[IpumedarenbHO, YTO BHYTPH JTOrO PETYJISPHO MOBTOPSIOLIETOCS Yy4acTKa
YHUCJICHHOCTh TMOMyJsuu OyJeT KoJiebaThCsi HEpPEeryJspHbIM 00pa3oM (CM.
Hanpumep puc. 31). Ha pucynke 35 nnuHa L npuUHMMAaeT yMEPEHHbIE 3HAUEHUS:
4,9 u 14. OpHako ¢ pocToM EMKOCTH cpelbl K yBeIWYMBAETCA 3HA4YeHHE L.
Hanpumep, mns K =5X 10° L B 1eNOYMCIEHHOM aHAlOre JOTUCTUYECKOIl
Moaenu (90) MoxeT OBITh TOpPSAKA 10°. Jlns Toro 4toOBI YMCICHHO OLICHHUTH
Xa0TUYHOCTh HEPETYJSIPHBIX KOJIEOAHUN BHYTPHU OTPE3KOB BPEMEHHBIX PSAJIOB, Mbl
UCTIOJB30BAIM allTOPUTM, KOoTOopbii npemioxen B (Kantz, Schreiber, 1997). Otor
QITOPUTM  TIO3BOJISIET  pacCYUTaTh 3HAYCHHE JOMUHAHTHOM  JISITyHOBCKOM
AKCHOHEHTHI (A). [{ns moctaroyHo OoJbIIMX 3HAUYeHUM L 3HaueHus /A oKa3alucCh
TMOJNOKUTENbHBIME  (Hampumep, A=+0.41 npu r=28, K=5x10° nans
HeaounciieHHon Jsoructuueckoit mogenu (90)). To ecTh COOTBETCTBYIOLIWE
HEpEeryJIsipHble KOJIe0aHUsI MOXXHO OLIGHUTh Kak XaoTHYeCKHe (HEKOTOphIe
MPUMEPHI Xa0TUYECKUX KOJIeOaHUi MoKka3aHbl Ha puc. 41).

115



(2)

0
3000 3050 3100 3150
%10° (6)

o
3000 3050 3100 t3150

%107 (B)

o
3000 3050 3100 t3150

Pucynox 41. OOpa3upl XaOTHYECKUX YYACTKOB BPEMEHHBIX PSOB

LEJOUYUCIICHHBIX Mojieneit (a) monens (90), (6) monens (92), (B) Moaens (94).

3amMeTuM, 4TO pa3 OTPE3KH XaOTHUYECKUX (HO HE 3allyMJICHHBIX) KOJeOaHu!
YHCJIICHHOCTH TOMYJISIIIUN TTOBTOPSIFOTCS MEPUOIMYECKU, B IIEIIOM CBOOOJHBIE OT
IIymMa BPEMEHHBIC Psiibl PETYJISIPHBbI, HEXAaOTUYHBI U BBICOKO MPEACKa3yeMbl, TO
ecTh omuOka npeackazanuss E (64) cunbHo wmenbiie 1. Takas xkomOunHanus
PEryJsipHbIX U XaOTHYECKHUX CBOMCTB IMOKa3aHAa Ha PUCYHKE 42, Tlie peryJispHbIe
MOJIOCHI, OTPa)XaloIIUe MEPUOJUYHOCTh BCETO0 BPEMEHHOTO psifia, HaJOXEHBI Ha
«xaotuueckuit» (o (cm. puc. 30 mns cpaBHenusi). Hecmorps Ha TO, 4TO
BPEMEHHBIE PSJbl, COCTOSIIME U3 MHOMXECTBA MEPUOJUYECKU MOBTOPSIOMIUXCS
Xa0THYECKUX OTPE3KOB, BBICOKO TMPEACKa3yeMbl, €CTh (HAKTOp, KOTOPHIA
OTPaHUYMBAET MPEICKA3yeMOCTh HAa BCEX BPEMEHHBIX MacIliTadax, — BbI3BAaHHAA
IIyMOM KOHKYPEHLIMSI MEXAY Pa3IMUHbIMU COCYIIECTBYIOIIMMU PETYISPHBIMU

aTTPaKTOpaMHU.

116



Pucynox 42. PexyppeHTHas auarpaMma Juisl LIEJIOYHMCIEHHOTO aHajiora

joructudeckoit monxenu (90); r = 2.8, K = 500000, N, = 750; £=0.001.

B pe3ynbTaTe KOHKYpEHIIMM MEXIY AaTTpakTopaMu Jaxe HeOoblIne
U3MEHEHHS pa3Mepa MOMYJISIUN, BbI3BAHHBIC BHEITHUMHU BO3JCHCTBUAMH, MOTYT
IPUBECTH K PE3KOMY IMEPEKIIOUEHUIO C OJHOTO PETyJIIPHOTO aTTpPAaKTopa Ha
JIPYrod, TMO3TOMY MPEICKAa3yeMOCTh JWHAMHUKH LEJIOYUCICHHON MOMyJsUU
MOXKET CYUIECTBEHHO YMEHBIIUTHCS. 3aMETUM, OJIHAKO, YTO B Mozelax (95) u (99)
BHCITHUW IIyM TMPUBOJUT K TIEPEXOJy Ha IOJHOCTBIO MPEICKa3yeMbIi
CTalMoHapHbIN arTpakTop N = K, KOTOPBIM HE 3aBUCUT OT MHTCHCUBHOCTH IIIyMa
c (B ommune or «cranuoHapHoro» arrpakropa N = (K/c)In(re?)
3amryMJIICHHOTO oToOpaxkeHus Pukepa (97)). MonenbHBIM TIyM Moapa3ymMeBaeT
Kose6anus GaKTOPOB OKPYKAIOMIEH CPe/Ibl, TAKUX KaK MEKBHUI0BAasT KOHKYPEHITHS,
BIUSHUAC KJIMMaTa WJIA aHTPOTIOTEHHbIC W3MCHCHHs, HE BKIIOYCHHBIE B
neTepMuHupoBaHHyt0 Moelb (90), (92) u (94). B pesynbraTe Bo3aeicTBUE 1IyMa
MOKET IMPUBECTH K (PiyKTyamusMm 3HadeHus r (kak B yp-sax (95), (97) u (99), uto
ocobeHHo BaxkHO mpu N K K), W/uiam K HEperyIsipHbIM HU3MEHEHUSIM EMKOCTU
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cpeasl K (cm. yp-4 (96), (98) u (100)). UccnenoBanue AMHAMUYECKUX PEKUMOB,
BO3HUKAIOIIUX B CBOOOJHBIX OT IIymMa JETEPMUHUPOBAHHBIX MOJEISAX, TEM HE
MEHEee, MOXET OBbITh OYE€Hb IMOJIE3HO IJsi JETAJIbHOrO0 H3yuyeHUs 3(PPeKToB,

CBA3aHHBIX C BHCINHUM IIYMOM.
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4.3. luBepreHuusi IMHAMUKH XJ10popmiia B Hapouanckux o3épax

4.3.1. Beenenune

HapouaHnckue 03€pa — cuctema CBA3aHHBIX 03€p C pPa3IMYHbIM TPOHUUECKUM
cTaTycoM. MOHHUTOPUHI THAPOIKOJOTHUYECKUX NapamerpoB B HapodaHckux
o3épax mpooautcss ¢ 1978 roma. 3a 3TO BpeMsi MHTCHCUBHOCTh OMOTEHHOMU
Harpy3ku Ha 03€pa 3HAYUTEIbHO YMEHBIINIIACh, @ 9KOCUCTEMbI 03P MOJIBEPTIUCH
WHBa3UU MOJUTIOCKa-GunbTparopa Dreissena polymorpha (Octanens u ap., 1993,
1994,1994a). DT uU3MEHEHUs NPUBEIH K CHHKEHHIO TPOPHUUECKOro MHIEKCa B
KaKJI0M 13 03€p (AnamoBuy U Ap., 2016). B uzyuenHoil ucropuu 03€p BBIAEISIOT
Tpu nepuoaa: 1978-1983 rr., 1984—1990 rr. u 1991-2013 rr. IlepBblii nepuos
MOXHO OXapaKTepU30BaTh KaK IMEpPUOJ BBICOKOW AaHTPOINOIEHHON HarpysKu,
HaMOOJBIINHN 32 BPpeMsI MOHUTOPUHTA TPOPUUECKUN MHICKC JJIS KaXI0To U3 03Ep
JIOCTUTAJICSI UMEHHO B 3TOT nepuoa. B nmepuoa ¢ 1984 r. mo 1990 r. nabmrogaercs
CHIKEHHE OMOTE€HHON HArpy3Kd Ha BOJOEMBI, YBEIMUEHUE MPO3PAYHOCTH BOABI U
CHUKeHuEe Omomaccel (urornankrona. [locnemnuii mepuoa XapakTepuszyercs
OTCYTCTBHEM TPEHJIa U HU3KUM 10 CPABHEHUIO C MEPBBIM MEPHUOJIOM TPOHUUESCKUM
CTaTycoM BO BceX Tpé€x Bojoémax. Tak B o3epe Hapounr Tpoduueckuii cratyc 3a
BpEMsl UCCIEAOBaHUS CHU3WICA ¢ Me30TpodHOro 10 onurorpoduoro (¢ 40-50 mo
30-40), B o3epe Msctpo ¢ 3BTpodHOTro 10 Me3oTpodroro (¢ 60 go 40-50), B o3epe
baropuno ¢ BeicokoaBTpodHOTO (70) A0 YCIOBHOU IpaHUIIBI 3HAYSHHH IBTPO(HON
u Me3oTpodHoii 30H (50) (AgamoBuy u ap., 2016).

OnHuM Y3 OCHOBHBIX  THAPOIKOJOTMYECKHX MapaMeTpOB  SIBJISIETCS
KOHIIEHTpalusi Xxjopoduiia a, KOTopas XapaKTepu3yeT YpPOBEHb pa3BUTHUSA
MEPBUYHBIX TUIAHKTOHHBIX MPOAYLIEHTOB M, CJIEIOBATENbHO, SIBJISETCS OJHUM M3
OCHOBHBIX KpPUTEPHUEB OIIEHKH CTENEHW OWOTCHHOW Harpy3ku Hu TpodHOCTH
BojgHOorO oOBekTa (Carlson, 1977). IlpoBeneHHbIE HaMHM OIICHKH KOPPEISAIUU
KOHIIEHTpaiuu  xyopoduiia B Hapouanckux o03€pax 3arparuBailoT BECh
BPEMEHHOM NPOMEXKYTOK, B TEUEHHE KOTOPOrO MPOU3OLUIM CYIIECTBEHHbIE
U3MEHEHUs B QYHKIIMOHUPOBAHUU KAXON U3 TPEX 03EPHBIX IKOCUCTEM. ITO NaéT

BO3MOKHOCTb OLCHUTH CXOACTBO M Pa3JIMIMC BO BJIIMAHWH Ha OT/ACIbHBLIC 03épa
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Hapouanckoi rpynmel BHEIIHAX BO3ACHCTBHUM. YUHUTBIBAas IIEPBOCTEIIEHHYIO POJIb
NEPBUYHBIX IUIAHKTOHHBIX ITPOYLIEHTOB B DBOJIFOLMU O3EPHBIX DKOCUCTEM, aHAIIN3

JUHaAMHKHU XJ'IOpO(i)I/IHHa a SIBJISIETCS OCOOCHHO AKTyaJIbHBIM.

4.3.2. Pe3yabTaTthl

B nenom auHamuka KoHUEHTpauuu xiuopodumia (tadn. 8 [Ipunoxenus 2) B
KOXKJIOM U3 TpEX 03€p 3a Bech nepuon uccienoBanuil (1978-2013 rr.) sBusercs
cxonHou (puc. 43).

1978-1983 1984—-1990 19912013

(a)

o
=]
.

=)
S
;

Lh
=
T

Xnopodumr, MK/

PN gt A AP Ay

=]

(6)

Xnopodnin, MKr/1

(8)

Xitopodun, MKr/n

Pucynox 43. JluHamMuka KOHUEHTpalMH XJIopoduijga a B OTIEIbHBIE
BpeMeHHble nepuoabl B Hapouanckux o3épax. Koadduumentsl nerepmunanuu
NIOKa3aHHBIX HAa PUCYHKE JMHMHM TpeHnaa, IpejcTaBieHbl B Tadn. 3. (a) — Os.

baropuno, (6) — 03. Msictpo, (B) — 03. Hapous.

Kosdduiumentel koppensiuuu MexXAy HU3MEHEHHSIMU  KOHLEHTpPALMU
xJiopoduiia B pa3HbIX 03€pax 3a Bech nepuo Habmoaenuit cocrasisum 0,67-0,70

npu ypoBHe 3HauunmoctH MeHee 0,001. KoadduimeHTsl KOppensiuu MeExmIy
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SHAYCHUSAMHN CPCAHCCC3OHHBIX KOHHGHTpaHI/Iﬁ ObLIN emé BBIINIC M COCTAaBJIAIN

0,77-0,87.

Tabmuma 3. KosddunmenTtsl aeTepMuUHALMN (Rz) JUHUN TpeHaa s

BPEMEHHOTO psijia KOHIIEHTpauuu xjopodusuia a B Hapouanckux o3épax (JIuHUU

perpeccuu npeacTaBlIeHbl Ha pUCYHKe 43)

I'onwr
O3épa
1978-1983 | 1984-1990 | 1991-2013
Hapousr | 0,000005 0,11* 0,0006
Msctpo 0,0077 0,41 0,008
batopuno | 0,0039 0,52 0,0021

[pumeuanue. * — B nepuoxn 1984—1993 rr., R’ cocrasmser 0,26.

JIuHum TpeHna, TOKa3aHHble Ha pHUCYHKE 43, U uX KOd(PPUIUEHTHI
netepMuHaiuu (Tadia. 3) CBUIETEABCTBYIOT O TOM, YTO B IMHAMUKE KOHLIEHTpALUU
xyiopodmizma BO Bcex 03€pax UYETKO BBIPAKEHBI TPH TNEpHOJa. 3aMETHO
PAKTUYECKU MOJHOE OTCYTCTBHE KaK HapacTaloUIUX, TaK U CMAJaloIIUX TPEHIOB
B nepuoasl 1978-1983 u 1991-2013 rr. Topasmo Oosiee BbIpakeHHas
HAIPaBJICHHOCTh B M3MEHEHHHM KOHIIEHTpALMK XJopoduiuia HMella MECTO B
nepuo 1984—-1990 rr. Koo duuueHntsl neTepMuHaiy BO3pacTaloT Ha HECKOJIbKO
nopsiaAkoB B 1984—1990 rr. no cpaBHeHuto ¢ 1978—1983 rr. 1 BHOBb CHUKAIOTCS
NpakTH4eCcKu 10 ucxoAHbiXx B 1991-2013 rr. (taba. 3). MaTepran 1978—1983 rr.
MO>HO paccMaTpuBaTh Kak MEPUOM, NPEIUIECTBYIOIMN OTKIMKY 3KOCUCTEMBI Ha
peanu3alnrio NporpaMMbl KOJIOTMYECKOTro 0310poBieHuss Hapouanckux o3€p. B
nepuon 1984—1990 rr. BugHa cxoxkas Uil TPEX O3€p TEHACHUMUS CHUXKECHUS
KOHLEHTpaLUu XJIOpO(HIa moja BO3JEHCTBUEM BHEIIHUX (PAKTOPOB, a B NEPHOJL
1991-2013 rr. xonebaHWs KOHIICHTpAIMKW XJIOpPOpHUIa B DKOCHUCTEME HOCST
HEHaIpaBJIeHHbIA XapakTep 0€3 BhIPaXKEHHOTO TPEH/IA.

PaccmoTpum  aMHAMHKY KOHIEHTpaIMu XJopoduiuia B KaXIAOM U3
yKa3aHHBIX BbIIIE MepuoAoB Oosee neraibHO. C 3TOW LENTbI0 OLEHUM U3MEHEHUs
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KOppeNsuA  MEXAY KOJCOaHWsIMU KOHIEHTpamuii xjopodmmia B 03Epax
Hapouanckoit rpynmnel. B nepuoa 1978-1983 rr. oTu€TiMBO BbIpa)k€Ha CXOJHAsS
JMHAMHUKa U3MEHEHUsI KOHIIEHTpAIUU XJIOpoduiia B BOJIE KAXKIOr0 U3 TPEX 03ED.
Koapdunmenter koppensuuu (puc. 44) mmeror 3HadyeHus ot 0,44 mo 0,66 u
ABJISIFOTCSL CTaTUCTHYECKH 3HaunMbiMu nipu p < 0,05. Ilpu sTtom Koppensuuu
MEXIy NaHHbIMM 1711 03€p Hapoub u Msctpo, a Takxke 03€p Msactpo u batopunHo
3HaunMbl faxe npu p < 0,001. 3xavyenus KoIDPUIMEHTOB KOPPEIALINH,
paccuMTaHHbIC MO CPEHECE30HHBIM JaHHBIM, HUBEJIHUPYIOIIMM BHYTPUCE30HHBIC
KoJeOaHmsI, HECKOIBKO BHIIIE, YeM I CPETHEMECSYHBIX 3HAYCHHWH, OJIHAKO 3a
6) 3HAYUMOCTH KOA(PPUIMEHTOB CPABHUTEIHHO

cyéT Mayoi BBIOOpKU (n =

HeBbicOKa (puc. 44). JluHUM CriaXuBaHUs, TOCTPOCHHBIE C TOMOIIBIO

B3BelIeHHoM JokanbHOU perpeccuu (Cleveland, 1979), mo3BonsioT yBUAETH, YTO

3aBUCUMOCTH OJIM3Ka K JTUHEHHOH (puc. 44).

(a) (6)
*
Baropuno 0.66™"" 0.44% baropuro 0.71 9’89 A
p=<0.001 p=10.013 p=<0.14 p=0.033
r o
401 o MscTpo 0.58*** Msctpo 9.77
0BT o p=<0.001 p=0.10
L o L
101 o [ o
Hapoub ol / Hapoub
! 2 n 101 1 I T I TR o TR R
30 50 70 20 24 2

Pucynox 44. KoaduimeHTsl KOppeasiuu U JIMHUM CTIIAXXUBAaHUS Ha JUarpaMmax
paccestHusl, pacCCUMTaHHBIE MO MECSYHBIM (a) U CPEIHECE30HHbIM (0) 3HAYCHUSIM
KOHIIEHTpaIuu xjopoduiuia a B Hapouanckux o3épax st nepuoga 1978-1983 rr.
Yposens 3Haunmoctu coctasisieT: *p < 0,05, ***p <0,001. [lo ocsam aumarpamm
paccessHUS — KOHIEHTpanus xjopogwuia B MKr/1. JIMHMM CriaakuBaHUS

MpEeJICTaBICHbl B BHUJIC B3BELICHHOM JIOKadbHOU perpeccur nmo metomy LOWESS

(Cleveland, 1979).
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Koadouimentsl Koppenmsiiuu MexAy KOHIEHTpauusMu xjopoduiia,
paccyrTaHHBIC IO CPEeTHEMECSYHBIM 3HAYCHHUSAM JJIsl pa3HbIX 03Ep B mepuox 1984—

1990 rr., cHuxatrorcs (cp. puc. 44a u 45a).

(a) (©)
EaT()pI/IlI() 0'59*** 0.25 BEITOpPIHO 0-96** 0.54
p=<0.001 p=0.12 p=0.0028 p=024
B[ 5 6° ]
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15 oot gooo | Miscrpo 0.45™ - oo MsicTpo 039
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Pucynox 45. Kosdduimentsl Koppensiuu W JWHAUA CIUIGKABAHUS Ha
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JuarpaMMax paccesiHHs, paCCUMTaHHBIE MO0 MECSYHBIM (a) U cpelHeCe30HHbBIM (0)
3HAYEHUSAM KOHIICHTpanuu xjopodmmuia a B Hapouanckux o3épax mis mepuoja
1984-1990 rr. YpoBeHb 3HAUMMOCTH cocTaBiisger: **p < 0,01, ***p < 0,001. Ilo
OCSIM JHMarpaMM pacCcesHUs — KOHIEHTpamus Xjopoduuia B MKr/i. Jluaum

CrlIa’KNBaHUA IPCACTABIICHBI B BHJC B3BCIICHHOM JIOKAJIbHOM perpeccun 110

metony LOWESS (Cleveland, 1979).

Koaddumment koppensiun MexXay MECSYHBIMU 3HAYCHHUSMH XJIOpoduinia
03¢ép Hapous u batopuno cocrasnsiet Bcero 0,25 u craTucTuuecky He3HAYUM (puc.
45a). Jlns cpemaHECe30HHBIX 3HAYeHUN KOA(P(OUIMEHTOB KOPPEISALUA MEXKIY
JAHHBIMH 110 TUHAMHKE KOHIIEHTpaIuu xjopoduuia B 03épax Msctpo u Hapous,
a Taxke B 03€pax Hapoubr u batopuHo 1o CpaBHEHUIO C IPEABIAYIIUM IIEPUOIOM
Takke ocnadeBaroT (cp. puc. 446 u 456). OHAKO KOPpETAUs JAaHHBIX MO0 03€paMm
batopuno u Msctpo B 3TOoM ciydae Bo3pactaeT (cp. puc. 446 u 450), u oHa
cTaTucTuueckn 3Haunma npu p < 0,01. Dro cBugerenscTByeT o OoJbLIeH
COMPSDKEHHOCTH AMHAMUKHU XJIopoduinia B 3TuX 03épax B nepuos 1984—1990 rr.

Koppemnsiimu  Mexay KOHICHTpaIUsiMU XJopoduiiia, paccuMTaHHBIE TIO

CPEOHEMECSIYHBIM 3HA4YEHUsAM JUId pasHbIX O03€p B mnepuox 1991-2013 rr.,
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IPOJOJIKAIOT YMEHbIIAThCS (Cp. puc. 46a ¢ puc. 44a u 45a). CpaBHHUTENBHO OoJiee
BBICOKME YPOBHU 3HAUYMMOCTH KOPPEISUUNA MO CpPEeTHEMECSYHBIM 3HAYEHUSIM
OOBSICHSIFOTCSL CPABHUTENBHO OOJbIIEH JUIUTEIBHOCTHIO JTOrO MEpuoja, a
clieIoBaTeNbHO, U OoJbIel BeIOOpKO#. [1o cpaBHenuto ¢ nepuogom 1978—1983 rr.
koppenamuu B 1991-2013 rr. cumswiuce B 1,3-2,4 paza. Koppemsiuuu 1mno
CPEOHECE30HHBIM 3HAUEHUSM CHU3WINCH B 1,6—3,9 pa3a. DT0 MOXeT 03Ha4aTh, 4TO
B 1991-2013 rr. skocucTeMbl oTnenabHbIX Hapodanckux 03€p ObUIM MOIABEPIKEHBI
dbakTOopaMm, KOTOpHIE IMO-Pa3HOMY BIHUSJIM Ha KaXIbli M3 OTUX BOJOEMOB.
NurtepecHo, 4TO CylIeCTBEHHas pa3HHIIA B KOpPPEISLUSIX B YyKa3aHHbIE JBa
nepuoaa (1978—1983 rr. u 1991-2013 rr.) umeer MecTo NMpU OTCYTCTBUU TPEHJIOB

B TUHAMHKC KOHOCHTPpAaIUN XJ'IOpO(i)I/IJ'IHa B TCUCHHC KAXKXJI0T'0 U3 3THUX IICPUOJOB.

(a) (6)
ook sokck
BaTOpHHO 0.27 0.35 Ea’]‘opuﬂo 0.18 057**
p=10.0017 | p=<0.001 p=042 p =10.0055
- 3
6f o ©
ok ok Q
0.37 al /d@%;@ﬁ Msictpo 0.31
p=<0.001 70 % p=0.15
2 o |O 1 LG
1 22F oo b e o, ]
1 C o r © ]
Hapoub - 1.6F o8 o b/;/g/ Hapous 1
N - 09} ) %00 © —
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1 %0 1o 1

°
6 10 14234567

Pucynox 46. KoaduimeHTsl KOppesiuy 1 JIMHAK CTIIAKUBAHUS HA TUarpaMmax
paccestHus, pacCUMTaHHBIE MO MECSYHBIM (a) U CPEIHECE30HHBIM (0) 3HAYCHUSIM
KOHIIeHTpauu xjJopodmiia a B Hapouanckux o3épax nns nepuoaa 1991-2013 rr.
YpoBeHb 3HauUMOCTH coctaBisger: **p < 0,01, ***p <0,001. [To ocsim auarpamm
paccestHUsI — KOHIEHTpauus xjiopoduia ¢ B MKI/A. JIuHUM criaaxuBaHHs
NpeACTaBICHbl B BUJE B3BEUICHHOM JIOKaNIbHOU perpeccun no meroqy LOWESS

(Cleveland, 1979).

OTMeTUM, 4TO OTHOIICHHE BEPXHETO KBAPTWJIS K HIDKHEMY JUIsl 3HAUYCHHM
KOHIIEHTpaIuu xjopoduiiia a Bo Bcex o3é€pax B o0a nepuona (1978— 1983 rr. u

1991-2013 rr.) wu3MeHsieTCAd HECYIECTBEHHO U cocTaBisier 1,79-2,74, drto
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MO3BOJIIET C OONBIION J0JIell YBEPEHHOCTH HWCKIIOYUTH CIy4YaillHBIA XapakTep
W3MEHEHUsI KOppesiuid, 00yCIOBICHHBIN pa3HUIleH B pa3Opoce 3HaueHui. Ecnu
paccMoTpeTh (Tabn. 4) Takue Ba)KHbIE THJIPOIKOJOTMYECKHE MapaMeTphl, Kak
coJiepkaHue B Boje oduiero ¢ocdopa M a3ora, a TaKKe MPO3PavyHOCTh BOABI B
TEYCHUE YKA3aHHBIX BBIIIE JBYX MEPUOJIOB, TO MOKHO 3aMETUTh, YTO HauOOJIbIIINE
W3MEHEHHS MPOMu301LIH B 03. Msictpo. Konnentpamnus obmero ¢ocdopa B mepuos
19912013 rr. ymenbmunach Ha 41% no cpaBHeHuto ¢ nepuogom 1978-1983 rr.,
IPO3pavyHOCTh yBeIuumiach B 2,5 paza. g o3zep batopuno u Hapoub oTmeueHsl

Ka4CCTBCHHO CXOAHBIC N3SMCHCHUS 3TUX IMMAPaAMCTPOB.

Tabmuna 4. V3MeHeHue TUIPOIKOJIOTHYECKUX MapameTpoB HapouaHckux
o3ep (cpemHee = cranaapTHoe OTKIOHeHHE) B 1991-2013 rr. mo cpaBHEHHUIO C

1978-1983 rr.

BpemenHnoi nepuo % ot
O3epo ITokazarenu HavyaJIbHOM
1978-1983 1991-2013
BEJIMYMHBI
TP, mr/n 0,089 +0,031 0,036 +0,010 40
baropuno | IIpo3padynocTts, M 0,759 +0,301 1,230 +0,460 162
TN, mr/n 1,597 +£0,775 1,057 £0,492 66
TP, mr/n 0,059 £0,021 0,035 £0,014 59
Msctpo | llpo3pauHocTh, M 1,575 +0,403 3,970 +£1,080 252
TN, mr/n 1,096 £0,496 0,824 +0,426 75
TP, mr/n 0,034 £0,011 0,015 £0,004 43
Hapous | IIpo3paunocts, M 5,198 £1,172 6,781 +1,221 130
TN, mr/n 0,710 +0,382 0,629 +0,313 89

[Ipumeuanne. TP — coxpepxkanme obGuiero docdopa, TN — conepxkanue

o01mero asora.
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4.3.3. O0cyxaeHue pPe3YJILTATOB

Bricokue k03QdUIMeHThl KOPPEIsSuU MKy KOJIeOaHUAMHU KOHIIEHTPALIUA
xynopodpwia a B HapouaHckux o3€pax [jsi BCEro paccMaTpuUBaeMoro IMnepuoja
(1978-2013 rT.) CBHAETEIBCTBYIOT O TOM, YTO 03&pa B 11eJIOM (YHKIIMOHUPYIOT
KAaK 4acTU €IMHOW cucTeMbl. OHUM W3 OCHOBHBIX IOKA3aTEJIE aHTPOIIOr€HHOIO
BO3JICHCTBUS SIBJISIETCS. BHELIHS OMOr€HHas Harpys3ka, T.€. IOCTYIUIEHUE
OMOTEHHBIX DJJIEMEHTOB C BBHIMAJAOIIMMH HAa aKBAaTOPUIO aTMOC(HEpPHBIMU
OCaJIkaMH, U3 TOYEYHBIX HMCTOYHMKOB M C PYCJIOBBIM U PACCEIHHBIM CTOKOM C
BogocOopuoit Tepputopun (JKykoma, Octanensi, 2000). Hammuue xoppensuun
(puc. 44) mexay AaHHBIMUA IO COJEPKAHHMIO XJopoduiuia B 03€pax B TEPHO]
aHTPOMOTeHHOT0 3BTpopupoBanus B 1978—1983 rogax, KOTOpsI MpealecTBOBAI
OTKJIMKY O3KOCHCTEMBl Ha MEpONPUATHS [0 MPOrpaMMe HKOJIOTMYECKOTO
03JI0POBJICHUS], CBUJIETEIIbCTBYET O TOM, UTO U3MEHEHHSI aHTPONIOTE€HHOW HArpy3Ku
Ha Kaxnoe n3 HapouaHckux o3ep ObUTH B 3HAUUTEIIBHON CTETICHH COU3MEPHUMBIL. B
pesyibTaTe QUIyKTyallud B JTUHAMHKE XJIOpO(HIa B TEYCHHUE pacCMaTpUBAEMOTO
BPEMEHHM ObLITU CXOKUMHU (puc. 43).

Hauwnas c¢ 1984 1., OTYETIMBO TPOSBISIETCS TEHACHUMS CHUXKCHUS
KOHIIEHTpallMu XJOpoQuiia, YTO, MO-BUJIUMOMY, OOYCJIOBIIEHO peanu3anuen
IPOrpPaMMBbI 3KOJIOTMYECKOr0 03JOPOBJIEHUS U CHUKEHUSI OMOT€HHOW Harpy3ku Ha
BogocOop Hapouanckux 03ép (Kykxoma, Ocrtanens, 2000). 3HaueHus
K03 puieHToB Koppensiiuu (puc. 45) CBUAETENbCTBYIOT O TOM, YTO B MEPHUOJ
mexay 1984 1. u 1990 r. HaubOJABIIUM CXOJCTBOM XapaKTEPU3YIOTCS M3MEHEHUs
KOHIIEHTpaluu XJjiopopumia B o3épax baropuno m Mscrpo. bonee cnaboie
KOppensiiud  KoneOaHWi KOHUEHTpaluu xjopopuwmwia B o3epe Hapous mno
CpPaBHEHMIO C ABYMs ApyruMu o3épamu HapouaHCko# rpynmbl TOBOPSAT O TOM, YTO
B ATOT IEPHUOJ HAYMHAET MPOSBISATHCA TUCIPONOPIUS B U3MEHEHUH OWOTCHHOU
Harpy3Ku M, COOTBETCTBEHHO, B Pa3BUTHUHU XJIOPODUIICOAEPKAILKUX OPIraHU3MOB B
TOJIILE BOJABI KAXIAOr0 M3 03€p Mo cpaBHeHHIO ¢ nepuogom 1978—1983 rr. Ozepo
Hapoub sBnsgercs mnociaeAHUM (OKOJO TOJOBUHBI IOBEPXHOCTHOIO CTOKA

nocrynaer B Hapous, npoiisg npensapurenbHo yepes3 03épa batopuno u Msctpo)
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U caMbIM KpymHbIM B cucteme Hapouanckux o03€p (BunOepr, 1985); ono
XapaKTepU3yeTcss CaMbIM JJIUTEIbHBIM MEPUOJIOM BoJ00OMeHa (Tabn. 2). D10
MOXKET OOYCJIOBIMBATH 3aJEPKKYy pPEaKIMH 3KOCUCTeMbl Hapouu Ha BHelIHee
BO3JlelicTBHE, KakuM Juisi HapowyaHCkux o03€p cTamo CHIKEHHE OWOTeHHOU
Harpy3Kku Ha BOJOCOOpPHYIO TEppUTOpUIO. B 11e710M, 0/THAKO, KaK HAIUYKMe TPEH/A,
TaK W W3MCHCHHS YHWCJICHHBIX 3HAYCHUN KOIP(PUIMEHTOB KOPPEIAIUU
CBUJICTEIBCTBYIOT O ONMu3KOM peakuuu Bcex Hapoudanckux 03€p Ha mMOCIEACTBUS
pOrpaMMbl IKOJIOTUYECKOTO 03/10pOoBjIeHUsT BogocOopa B nepuosa 1984—-1990 rr.
(puc. 45).

ITepuon 1991-2013 rr. xapakrtepu3yercsi OMBEPreHIMENd JTUHAMUKHU
xjopoduiia B Hapouanckux 03€pax, 4To MPOSBISIETCS B OTUYETIMBOM CHUKEHUU
Koppensiuuii (cp. puc. 44 u 46) Mexay KoJeOaHUSIMU KOHIIEHTPAIMH XJIOpoQuLia
B OTAEJIBHBIX 03€pax Mo CpaBHEHUIO C nepuoaom 1978—1983 rr., T.e. ¢ nepuoaom,
KOI'/1a, Tak e Kak u B 1991-2013 rr., He ObLJI0O MHOTOJIETHETO TPEH/IA B TMHAMUKE
xnopobuina (puc. 43). Takas auBEpreHHMsS MOXET CBUICTEIbCTBOBATH O
BO3JICUCTBUM CUJIBHOTO BHELIHEro (pakTopa, MO-pa3HOMY BIIMSAIOIIET0 Ha Kaxa0e
u3 Tpéx o3ep. llpumedarensHO, YTO ATOT (PAaKTOpP HANPSIMYIO HE CBSI3aH CO
CHUKEHUEM OMOTEHHOM Harpy3Kd Ha BOJOCOOp 03€p, OTUYETIMBO MPOSIBUBIIEMCS B
nepuoa 1984-1990 rr. B Buae BBIPaKEHHOTO TPEHAA CHUYKEHMS KOHILICHTpaLUU
xnopoduina (puc. 43) B kaxaom u3 Hapouanckux o3E&p. TakuMm BHEIIHUM
(dakTopoM MoOIJIa cTaTh OMOJIOrMYecKas MHBa3us — Bcesienre B Hapouanckue o3épa
Mosuttocka Dreissena polymorpha.

WNuBa3us npeiicceHbl BHI3BIBAET CIIOKHBIE 1 MHOTO0Opa3Hbie MEPECTPONKH B
CTPYKType ¥ (YHKIIMOHUPOBAHUU O3EPHBIX dKocucTeM (Mayer et al., 2002; Mills
et al., 2003; Strayer, Malcom, 2007). Bausiaue npeiicceHsl, Mpexk/Ie BCETro, CBSI3aHO
¢ €€ crnocoOHOCTBIO K (DOPMHUPOBAHUIO YPE3BBHIYANHO TJIOTHBIX MOMYJISALUMA, C €€
MOIIIHBIM TIOTCHIIMAJIOM Pa3MHOKEHUS W (UIBTPAIMOHHBIM THIIOM TUTAHUA.
Jlpeiiccena oka3biBaeT 3aMETHOE BJIUSHUE HAa PEKUM OHMOTCHHBIX HJIIEMEHTOB 3a
CYET aKKyMYJSIIMU 4YacTH 3amaca azora u ¢ocdopa B Omomacce. 10 BEHET K

YaCTUYHOMY BBIBCJACHHIO JOTHUX JJICMCHTOB M3 KpPYroBopora Ha JOBOJBHO
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3HAUYUTEJIIbHOE BPEMsI, PaBHOE CYMMeE€ MPOJIOJLKUTEIBHOCTH KU3HEHHOIO I[UKIIA
JIpecceHbl W BPEMEHHU, HEOOXOIUMOIO [UIsl PAa3JIOKEHUS MSATKUX TKaHEeW u
pakoBuH oTMepux MountockoB (Ocramens u ap., 2012). Ilpu sTom Bpems
Pa3NOKEHHS CUIBHO BaphbUPYET B 3aBUCUMOCTH OT THAPOXUMHH (B OCOOEHHOCTH —
OT COJIEp)KaHUs KaJbliMsl) U ABUKEHUS BOJIHBIX Macc (Strayer, Malcom, 2007). He
MEHEe BaXKHBIM (DaKTOPOM, BIUSIONIMM Ha KPYTOBOPOT BEIIECTB B O3EPHOU
IKOCUCTEME, SBISICTCA (DUIbTpAIMOHHAS aKTUBHOCTH MOJUIIOCKOB, y4acTHE UX B
JNECTPYKIIMM OpPraHMYEeCKOro BELIECTBA, HKCKpelHs OHOJOCTYMHBIX (popM
OMOTEHHBIX AJIEMEHTOB B MPOIIECCe META00IM3Ma, a TaAKXKe CyOCcTpaTo0Opa3yromas
poiib I pa3BUTHUS NepuPUTOHA U BIMUSAHHE JPEHCCEHbl Ha pPaHHUM
ceaqumenTtorenes (Ocranens u np., 2012).

B 03. Msctpo apeticcena BnepBbie Obiia oTMedeHa B 1984 r. (Bypmakosa,
1998). IIpumepHO 3TUM K€ BpEMEHEM JIaTUPYIOTCS MEPBbIE HAXOAKU APEHCCEHBI B
03. baropuno (Ocrtanens u ap., 1994). B 03. Hapous mepBbie 0coOu ApeicceHsbl
ot 3apeructpupoBanbl B 1989 1. (Octramenss u ap., 1993). K ocHOBHbIM
dakTopam, ONpEeAeNsSIIOUIMM pPa3BUTHE MONYJALMHU JIPEHCCEHbl, OTHOCSTCS:
KOJMYECTBO JIOCTYHMHOTO JUIsi KOJOHM3Aaluu cyOcTpara, wmopdomeTpus u
Tpoduueckuii cratyc 03€p (Burlakova et al., 2006). Paznuuus B cpokax BceleHUs
JIPEUCCeHBI, a TAKXKe pa3IU4us B HEKOTOPHIX OMOTHYECKMX W a0MOTHYECKHUX
dakropax  Moriu  OOYyCIOBUTH  pa3HOE  BIUSHHME, KOTOpOE  OKazala
JKU3HENEATEIBHOCTD APENCCEHBI Ha OTAEbHbIE HapoyaHckue 03€pa.

B 03. Hapoub umMen Mecto ckaukooOpa3HbI pOCT NMOMYJISUUU JPEHCCEHBI.
Taxk, ecnu B 1990 1. cpenusis Ouomacca ipeiiccensl (£ crangapTHas omudKa) B 03.
Hapous cocraisiia 1,54+0,6 /Mm%, TO yxe B 1993 r. — 99430 r/M%; TaKoe 3HauCHUE
OroMacchl COXPaHSJIOCh HAa MPAKTUYECKU HEM3MEHHOM ypoBHe a0 1997 1. B o03.
MsicTpo cpesisi Gromacca apeiiccensl B 1993 r. cocrasmiua 402 +187 /Mm%, a B 03.
Baropuno 79+13 r/mM’. B 1995 r. OTMEUYEHO HEKOTOPOE CHIDKEHHE OHOMACCHI
MOJITIOCKA B 03. Msictpo (288+118 1/m%) u eé yBenmuenue B 03. Baropuuo (100
+36 r/m°) (Burlakova et al., 2006). TTockonsky B 03épax Hapoub u Batopuuo B

1993 r. Guomacchl ApeiiceHbl HE CUJIBHO OTJIMYAIUCh JIPYyT OT Apyra, a B 03.
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Msictpo Omomacca ApeiicceHbl OKa3ajlach B HECKOJBKO pa3 BBIIIE, YEM B JABYX
npyrux o3épax (Burlakova et al., 2006), MOXXHO 3aKJIIOUYHUTh, 4YTO 03. MsCTpoO
SBUJIOCH HanOoliee OIaronpusaTHHIM OOBEKTOM JJIsSi BCETEHHUS 3TOr0 WHBAa3HUBHOTO
Buna. Pesynbratel uccnemoBanmii (Burlakova et al.,, 2006) mnoxasamu, dTO
HauMOOJbIINE BEIIMYMHBI OMOMAcChl JpercceHbl B 03. MACTpO MO CpPaBHEHHUIO C
IBYMsI JPYTUMHU O03EpaMHU MOTYT OOBICHATHCS HAJIWYHEM B OTHOCHTEIHHO
00JIBIIIEM KOJTUYECTBE CTaOMIIBHOTO CyOcTpaTta il KOJOHU3alUK (HE3auJICHHOTO
NecKa W KaMHEW) W, KaK CIIeJICTBHE, JIydlleil BBDKMBAEMOCTHIO MOJIIIOCKOB U
COXpPaHEHHUEM B MOITYJIALNUN KPYITHBIX 0COOECH.

Koppensauuu Mexy cpelHEeCe30HHBIMU KOHIIEHTpAUUAMH XJopodusuia B
1991-2013 rr. (puc. 46) mNOKa3bpIBAlOT, YTO TMAJEHUE KOPPEISILUU MEXKIY
U3MEHEHUSIMU BO BPEMEHM KOHILEHTpPALUU XJIOpohuuia MEXIy OTAEIbHBIMU
o3épaMu B HaAWOOJNBIIEH CTENEHU XapakTepHO s 03. MscTtpo, sKocucTema
KOTOPOTO B HAHOOJIBIICH CTETIEHN MOABEPIIacCh BIUSHUIO HHBA3HH JIpeiiccensl. 13
BCEX TpeX O03¢p MMEHHO B 03. MsCTpo OTMEYeHO HaubOOoJbIIee YBEIMUYCHUE
MPO3paYHOCTH BOJIbI M CHUKEHHE KOHIEHTpauuu oobiiero Qocdopa B mepuon
1991-2013 rr. no cpaBuenuto ¢ 1978-1983 rr. (Tabn. 44), 4r0o, MO-BUANMOMY,
00yCJIOBIIMBAETCSI OTHOCUTENIBHO 0O0Jiee CHJIbHBIM BIUSHUEM JpeiicCeHbl Ha
sKocuctemy 3toro ozepa (XKykona, 2013).

CHmxeHne KOHIIEHTpaIMu o0IIero a3ora B 03. MsCTpo BelpaxeHo ciabee,
YeM MPO3pPaYHOCTU M KOHILIEHTpauuu oduiero gocdopa, v B 1IeJIOM HE OTIMYAETCS
OT UW3MEHEHHsA KOHIEHTpaluuuh a3zoTa JByX Japyrux o3€p. CooTHomIeHue
KOHIIEHTpaluil azora u ¢ocdopa anga o3. Hapous B cpeanem cocraBuiio 47:1, nns
03. Msictpo — 27:1 u ns 03. baropuno — 31:1 (tabn. 4). YuutsiBas, 4yto Gocdop
CTAaHOBUTCS JIMMUTHUPYIONUM (haKTOPOM MPHU OTHOIIEHUU a30Ta K Gocdopy Ooiee
7 (Akkoyunlu, Ileri, 1998), mo npyrum manueiM — Beimie 12—17 (Dillon, Rigler,
1974; Forsberg, 1979), MoxHO yTBepKIaTh, YTO JIUMHUTHPYIOIIUM OHOTECHHBIM
3JIEMEHTOM Pa3BUTHS MEPBUYHBIX MPOAYyLEHTOB B HapouaHckux o3épax siBisercs
docdop. B 03. Msictpo B Guomacce apericceHnl akkymysnpoBaiiock 37% docdopa

u 10,5% a3zota ot ero 3anaca B Bojae B 1978—1990 rr. npoTuB, COOTBETCTBEHHO,
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14-16% u 3-5% B o03€épax baropuno u Hapoubr (Kykoa, 2013). CkopocTb
OCAXJIEHUS B3BECHU IPEMCCEHON Takke Hambojiee MHTEHCHMBHAa B 03. MscTpo,
oGecrieunBasi 060PauMBACMOCTb 3a11aca B3BEIICHHBIX BEIIECTB 24 CE30H |, MPOTHB
10 1 16 ceson ' B 03épax Hapous u BaToprHO COOTBETCTBEHHO. B TO ke Bpems
dboToCUHTETHYECKAs] AKTUBHOCTb CEJIIMMEHTOB, OCAXJCHHBIX MOJUTIOCKAMHU,
CYIIECTBEHHO HUXKE, 4Y€M B3BeCH, ocaxjaemoil rpaBumerpuuecku (0,64 +0,09
npotuB 0,89 +0,16 mr O,/n-cyT), 4TO 00YCIOBIEHO YACTUYHOW MHAKTHUBAIMEH U
accuMmisiet Bojgopociuei momutrockamu (Kykosa, 2013).

Cnenyer yuyuTBIBaTh, YTO €CIH CBS3b MEXIY COJEp)KaHMEM a3zoTa u
dbocdopa B Bojie U KOHIIEHTpalMend xJiopoduiia sBiIsieTcss OJHOCTOPOHHEH (T.e.
cojiepKaHue 3TUX OHUOreHOB OOYCIABIMBAET KOHIEHTPALMIO XJIOpodpuiia), TO
CBSA3b MEXAY XJOPOQWIIOM U MPO3PAYHOCTHIO SIBISETCS JIBYCTOPOHHEH.
3meHenue mpo3padyHOCTH BeAE€T K M3MEHEHHIO (OTHYECKON 30HBI U
COOTBETCTBEHHO — MPOJIYKIMOHHBIX BO3MOXKHOCTEW (uToruiankToHa. [Ipu stom
(UTOTUTAHKTOH U XJIOPO(PUIIT KaK €ro 3JIEMEHT SBISIOTCS HEOTHEMIIEMON YacThIO
B3BELIEHHOI0 BELIECTBA, B HAMOOJbBIIECH CTENEHH ONMPEEISIOUIEro MPo3payHOCTh
BOABL. OJTO OOYCJIOBJIMBACT CIOXHBIM MEXaHM3M OTKJIMKa B Pa3BUTUU
xJiopouIcoIepKalUX OPraHU3MOB TOJIIM BOJBI Ha (PYHKIIMOHMpPOBAHUE
MOMYJISIIIANA TAKOTO MOIITHOTO (PMIbTpaTopa, Kak Dreissena polymorpha.

Takum 06pa3om, TPOBENCHHBIN aHAU3 MOKA3bIBAET, YTO PEAKITUS BCEX TPEX
03€p Ha MHTEHCUBHYIO OMOT€HHYIO HArpy3Ky M Tocleayrouiee €€ CHUXKEHUE B
pe3ynbTaTe  OCYIIECTBICHUS  NPUPOJOOXPAHHBIX  MEpONPHUATHI  Obuia
ckoppenupoBaHa. OTMeUYeHHass HAMU MOCJEAYIollas JMBEPreHIuss B JUHAMHKE
xjopoduiiyia BbI3BaHA PA3JIMYHON CTENEHBIO BIUSHUA MOJUTIOCKA Dreissena
polymorpha, KU3ZHEACATEIbHOCTD KOTOPOTro MOXET CYILIECTBEHHO
TpaHcHOPMHUPOBATH IKOCUCTEMHbIE MPOIECCHI, Ha Kaxka0e u3 03&p Hapouanckoi
rpymnmbl.  Pasnuyuss B HMHTCHCHMBHOCTH — BO3JCHCTBUS ~ OOYCIIOBJICHBI
IPEUMYIIECTBEHHO reoMOp(oIorueil 03ép 1 HAIMYUEM MPUTOJHOTO CTaOUIBHOIO

cyOcTpaTa a1 KOJJIOHU3ALUU APEUCCEHBbI.
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4.4. UccaenoBanne AUHAMHMKH OHOMACCHI (PMTO- M 300IIAHKTOHA B
Hapouanckux 03épax ¢ Hcnoib30BaHUEM PEKYPPEHTHBIX IUArPpaMM

4.4.1. Beeneunue

[InaHKTOHHBIE OpPraHUW3Mbl UTPAKOT 3HAYUTEIBHYIO pPOJb B JKM3HU O3€pa.
[IpencraButenn  (PUTOMIAHKTOHA, SIBISACH MPOAYLIEHTaMH, OOECIeuYnBarOT
OpraHMYECKUM  BEIIECTBOM  TeTepoTpodHBIX  TuapoOHoHTOB.  bmomacca
(UTOTUIAHKTOHA CWJIBHO 3aBHCHUT OT aOMOTHYECKMX (PAKTOPOB, TaKUX Kak
OCBEIICHHOCTb, TEMIIEPATYypa, KOHLIEHTpalus a3oTa, pochopa, KpeMHUS U APYTHUX
ouorenoB. [InO0THOCTH (UTOMIAHKTOHA B 03€pe OMPEAENseT €ro TPOPHOCTE.
300IUTAHKTOH MHUTAETCs] (PUTOIIAHKTOHOM W IO CBOEMY TPOPUUYECKOMY YPOBHIO
COOTBETCTBYET KOHCYMEHTAM NEpBOro mnopsijaka. B cBOI0O oyepenb 300MJIaHKTOH
CIIY)KUT TUIIEH 711 phIO-TNIAaHKTOHO(AroB (Ha BCEX CTAIUSIX Pa3BUTHS), XUITHBIX
pbIO U ppIO-O€HTO(AroB Ha paHHUX dTAaNax UX Pa3BUTHUS.

HamMu mnoka3zaHo, 4YTO CKOpPOCTb Pa3MHOXEHHUS 300IUIAHKTOHA WIPaeT
pelanyro  poib B (OPMHUPOBAHMM JAMHAMHUYECKOTO PEXHUMa BOJHBIM
COOOIIECTBOM B MOJENHU, YUYUTHIBAIOUIEH BO3PACTHYIO CTPYKTYpPY NOMYJISLUUN
ruapobuonToB (puc. 21). Ilpu 5TOM yBeIMYEHHE CKOPOCTH Pa3MHOXKEHUS
300IJJaHKTOHA B MOJENM MPHUBOAWIO K IEPEXOAy JWHAMUKH YHCICHHOCTH
TUAPOOMOHTOB B XaoTHUeCKMl  pexum. [loaToMy oneHka  pealbHOro
JUHAMUYECKOIO0 pEeXHMMa MPUPOJHON MOMYJSIIUU I[JIAHKTOHA TIPEACTaBISET
CYLIECTBEHHBIN UHTEpEC.

B Hapouanckux o3épax oburtaror 682 Buma (uroriankToHa u 98 BUAOB
3ooriankToHa (MuxeeBa u JlyknsiHoBa, 2006; JlykesiHoBa n1 Muxeesa, 2009). Ha
pucyHnke 47 mokas3aHbl BpEMEHHbBIE psAJIbl U3BMEPEHU OHoMacc (PUTOIUIAHKTOHA U
300IJIaHKTOHA. BpeMeHHble psabl (QUTOMIIAHKTOHA OXBATBHIBAIOT TEIJIbIE CE30HBI
1993-2013 romaoB, BpeMEeHHBIC PsiAbl 300IUIAHKTOHA JEMOHCTPUPYIOT KOJIeOaHUs
OnoMacchl 300IUIAaHKTOHA B TEIUIBIC CE30HBI, HaumHast ¢ uroias 1994 roma mo
okTs10ps 2013 roma. [lepepblBbl BO BPEMEHHBIX PSAJaX COOTBETCTBYIOT MECSIIaM,
KOI'/Ia U3MEPEHUS HE MPOBOAMINCH. BBIOOp 3TOr0 BpeMEHHOr0 MHTEpBaJIa CBSI3aH C

TEM, YTO SKOCHUCTCMaA IIPCTCPIICIa nepeCTpoﬁKy BCJICACTBHUC NHBA3HNU HpeﬁCCGHbI u
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neaBTpouKanuu BOAOEMOB, U (PaKTUUECKH HE SIBISETCS TOW KE TUHAMHYECKOU
cucteMou, uto B niepuo ¢ 1978 mo 1983 roapi.

JI1s1 OLIEHKW AMHAMUYECKOTO PeXKUMa U TOPU30HTA MPECKa3yeMOCTU ObLI
HCIIOJIb30BAaH YMCJICHHBIA PEKYPPEHTHBIM aHaau3. OTOT METOJ IO3BOJISET
MOJIYYUTh BBIIIEYKAa3aHHBIC OIIEHKH 0€3 MOJEIUPOBAHMS HEMOCPEJACTBEHHO U3
BPEMEHHBIX PSAJIOB, KPOME€ TOr0 MMEIONICHCS JUIMHBI psiia  OKa3bIBaeTCs

A0CTAaTOYHO JIA IIPUMCHCHHA YN CJIICHHOI'O PCKYPPCHTHOI'O aHAJIM3a.

4.4.2. Pe3yiasTaThl

Ha pexyppeHTHBIX auarpammax sl KoJieOaHHWW TUIOTHOCTH OHMOMAcCCHhI
dutornankToHa (pucyHok 48) u 300mnaHkToHa (pucyHok 49) B 1993-2013 rr. B
KOKJIOM U3 BOJOEMOB BHUJHBI alEpUOJUYECKUE CTPYKTYPbI, YTO SIBIISIETCS
CBUJICTEIHCTBOM B MOJb3Y XAOTUYHOCTU TUHAMUKH TUJIAHKTOHHBIX cooOiecTB. B
Tabnmuax 5 u 6 MpeAcTaBIeHbl PE3YNIbTATHl YUCICHHOIO PEKYPPEHTHOIO aHajIu3a
JUISL TAHHBIX 10 (PUTOIUIAHKTOHY M 300IUIAHKTOHY, COOTBETCTBEHHO. Cremyer
OTMETHUTb, 4YTO BO BpPEMEHHBIX psAgax OuoMacchl (UTOIIAHKTOHA MEHbIIE
pPa3pbIBOB 10 CPAaBHEHHUIO C JIAHHBIMHU IO 300IUIAHKTOHY (Cp. BPEMEHHBIE PSIbI
(GUTOIIAaHKTOHA W 300IUIAaHKTOHA Ha puUCyHKe 47, a Takke pPEKyppEeHTHbIE
TUarpaMMbl 118 (PUTOIIIAHKTOHA U 300TUIAaHKTOHA Ha pUcyHKax 48 u 49). [TosTomy
pe3yibTaThl aHajdu3a JaHHBIX 10 (UTOMIAHKTOHY Oo0Jieeé OCTOBEPHBI TIO
CPaBHEHUIO C PE3YJIbTATAMHU M0 300IUIAHKTOHY.

Tabmuua 5. 3Hauenuss HuwxkHed rpaHunbl (K;) cyMMBl MOJ0KHUTENBHBIX
JSIMYHOBCKUX O3KCIOHEHT, TOpu30oHTa mnpenckazyemoctu (Tpr) m gomMuHaHTHOU
JSITYHOBCKOM  AKCMOHEHThI (A) nnsg  KojebGaHuUW  MUIOTHOCTH  OMOMACCHI
(bUTOTUIAaHKTOHA B KaX10M U3 03€p HapouaHCKOW TpyIIIIb.

Bonoém Ky [ Tpr| A

Hapousb, mansiit iec | 1,4 | 2,4 | 0,42

Hapous, 6onbmoi ec | 1,3 | 2,3 | 0,43
Msictpo 0,712,51]0,40
baropuno 1,212,51]0,40
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Pucynox 47. BpeMeHHbIE psiibl U3MEHEHHS TUIOTHOCTH OHMOMACCHI (F/M3)

q)HTOHJIaHKTOHa H 300IINTaHKTOHA HapO‘IaHCKI/IX 03¢€p

Tabnmuna 6. 3Hauenuss HwkHed Tpanunbl (K,) cyMMBI MOTOKHUTENBHBIX
JSIMYHOBCKUX O3KCIOHEHT, TOpu30HTa mnpenackazyemoctu (Tpr) m gomMuHaHTHOU
JSTMYHOBCKOM  AKCMOHEHTH (A) nmms  KojebaHWUM  TJIOTHOCTH — OMOMAcChI

300IUTAHKTOHA B Kax70M U3 03&p HapouaHckoil rpynmsl.

Bonoém K, [ Tpr| A

Hapoub, mansiit ec 1,12,51(0,40

Hapous, 6ompmoit miec | 0,3 | 2,3 | 0,43
Msictpo 1,3 12,5 |0,40
baropuno 1,212,5 (0,40
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Pucynox 48. PexyppenTHbie nuarpammbl sl (UTOTUIAHKTOHA: (a) Mablid
miec ozepa Hapous (¢=0,09), (0) 6omnbimoit iec o3epa Hapous (€=0,07), (B) o3epo

Msctpo (€=0,02), (1) o3epo baropuno (¢=0,1).
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Pucynok 49. PekyppeHTHble nuarpaMmbl JJis 300IUIaHKTOHA: (a) Malblil ILIeC
o3epa Hapour (£=0,09), (6) Gospbmioi mec o3epa Hapoub (€=0,06), (B) o3epo
Msctpo (€=0,06), (1) o3epo baropuno (¢=0,08).

N3 Ttabmuir 5 u 6 BUAHO, 4TO TOPU3OHT mpenckazyemoctu (Tpr) nmns
KoJeOaHWil TIJIOTHOCTH OuoMacchl (PUTOMJIAHKTOHA | 300IUIAHKTOHA paBEH
npuMepHo 2,5 wMecsiam. IOTO TO3BOJISIET Tpy0O OIEHUTh JIOMHUHAHTHYIO
JSIMYHOBCKYIO dKcrmoHeHTy kak A~ 1/Tpr (Boffetta et al., 2002). [ns Bcex
HapouaHckux o3ep JOMHHAHTHAs JSAMyHOBCKas dkcrnoHeHTa A~ 0.4 (tabmuisl 5 u

6). O4eBUIHO, YTO 3TO 3HAYECHUE JOMUHAHTHOU JISITYHOBCKOM SKCIIOHEHTHI JICHKUT
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3a mpenenamu nmpomexyrtka -0.1 < A < +0.1, npeanosararomero *)u3Hb Ha Kparo
xaoca (Turchin, Ellner, 2000; Turchin, 2003). OtmeTu™m, 4YHCIECHHBIN
PEeKYppPEHTHBI aHallu3, UCIOJb30BAaHHBI HAMHM JJI1 OLEHKUA JIMHAMUKU
IUTAHKTOHHBIX ~COOOIIECTB, NPUMEHHM JJisi KOPOTKHUX BPEMEHHBIX PSI/IOB,
MOJIYYCHHBIX B XOJI€ TMOJEBbIX HAOMIOJEHUN. B OTiaMYMe OT HEKOTOPBIX APYrHX
metonoB (Rosenstein et al.,, 1993; Kantz, Schreiber, 1997), uucneHHBIN
PEKYPPEHTHBIN aHaNIU3 U30aBJsieT OT HEOOXOAUMOCTH BBISBIISAThH JIMHEHHBIC YaCTH
KpuBoi exp(S), rae S — CKOpOCTh JAMBEpreHuuMu OJu3KuX TpaekTopuid. B
pe3yabTare HaJeKHOCTh TaKOTO MOJAX0/1a AJIsi KOPOTKUX BPEMEHHBIX PSJIOB MOKET
ObITh HU3KOM. B Hamiem ciyyae oOHapyKEHUIO JTMHEUHBIX YaCTeW TOMOJHUTEIBHO
NPENATCTBYIOT W3MEHEHMsS XapakTepa AWHAMUKHU IUJIAHKTOHA, IPOU3OIIEIINE
npumepHo B 2005 rogy. TeM He MeHee, HaM yJajloCh MPUMEHUTH 3TOT MOJXOJ,
4YTOOBI TPUOIUZUTENHLHO OIICHUTh 3HAYEHMs JOMUHAHTHOTO TIoKazarens JIsmyHoBa
JUIsl KojeOaHwii OWoMacchl MOMyNSNui (UTOTUTAHKTOHA IS JBYX W3 TPEX
Hapouanckux o03€p: Hapoubr u Msictpo. Onu Obutn paBHbl: +0,15 (Manbrit miec
Hapouwn), +0,17 (6onbsmoit mec Hapoun), +0,11 (Msictpo). MoxHO BUAETH, YTO,
XOTSl OTWM 3HAYEHUsS MEHbIIEC 3HAYCHWM, TOJYYEHHBIX C HCIOJIb30BaHUEM
KOJIMYECTBEHHOI0 PEKYPPEHTHOrO aHayu3a (Tabil. 5), oHu BcE e HaXosATCs BHE
ananazona -0,1 < A <+0,1, KoTopslif ObUT IPEIIOKEH KaK TUIMWYHBINA 7S )KU3HU
Ha kparo xaoca (Turchin, Ellner, 2000; Turchin, 2003).

N3 Tabmuin 5 m 6 BHAHO, YTO OIICHOYHBIC 3HAYCHUS JOMHWHAHTHOM
JSIMTYHOBCKOM SKCIOHEHTHl A ISl MUIAHKTOHA MEHbIIE COOTBETCTBYIOIIETO
3HaueHust K,, KOTOpBIA SIBISIETCS HUKHEH TPaHUIIBI CYMMBI TMOJOKUTEIbHBIX
JSIYHOBCKUX JKCIMOHEHT. Mcxons u3 3TOro, MOXKHO MPEANOJ0XKHUTh, YTO
Xa0TUYECKasi JUHAMHUKA IUIAHKTOHHBIX TMOMYJSILUA BBICOKOpPAa3MEPHA, TO €CTh
xapakrepusyercs (Musielak, Musielak, 2009) kak MUHUMYM ABYyMs (PU3NYECKUMU
CTeneHsMH CBOOOIBI U TpeOyeT (ha30BOro MpoCTpaHCTBA pazMepHOCTH 4 U Oolee
JUIsl OMUCcaHusl uX moBeneHus. Hampumep, nuHamuka (UTOIUIAHKTOHA B MaJioM
mnéce o3epa Hapoub xapakrepusyercs K, = 1,4 u 1OMUHAHTHOM JISITYHOBCKOM

skcioneHTo A = 0,4 (Tabn. 5). Tak kak K, siBasiercs HUX)HEW TpaHUIICH CyMMBbI
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MOJIOKUTENbHBIX JIAMyHOBCKUX J3KcmoHeHT (Beck, Schlogl, 2001), K, — A =

Mo A;tae A >0, 1 A — TOJIOKHUTEbHAST JOMUHAHTHAS JIATYHOBCKAs SKCIIOHEHTA.
JIist mpeaenbHoro cuydas ),ie, A; = md,, m = (K, — A)/A,. Eciu uucnexnoe
3HaueHue A, ommsko Kk A, m = (K,/A) —1. llpuK, =14 u A = 0,4, gucno
CTeneHed CBOOOMBI, OTBEYAIIMX 3a (OPMHPOBAHHUE XAOTHYECCKOW JTHHAMHUKU
dbuTorIaHKTOHAa M > 2, a pa3MEepHOCTh aTTpakTtopa emé Oomnbiie. To ecTh B
dbopMHpOBaHHWE XAaOTHYECKOTO IOBEJICHUS, BO3MOXXHO, BOBJICUYEHBI HE TOJIBKO
(UTOTUTAHKTOH, HO H TPEACTABUTEIM JPYTUX TPOPUUYCCKUX  YPOBHEH
(OakTepUOIIIAaHKTOH,  300IUIAHKTOH,  pbi0da). OtmeTrnMm, dYro  Ouomacca

300IUTAHKTOHA TAKXKe MPeTepreBaeT XxaoTuueckue kojaedanus (tadi. 6).

4.4.3. O0CYXIECHUE DEIVIILTATOB

Xa0TUYECKUN  JIUHAMUYECKUN  PEXUM  XapakTepeH Ui  MHOIUX
MOMYJISIIMOHHBIX MOJIENICH, OJTHAKO CYIIECTBOBAaHUE Xaoca B MPUPOJE IO CHUX TIOP
0CTa€TCsl aKTyaJbHBIM BOIPOCOM MOMYJISIIIUOHHON 3Koyioruu. [Ipeanpunumanuch
MHOTOYHCJICHHBIE TIOTIHITKA BBISBUTH XAOTHYECKUE KOJICOAHWUS B TPHUPOIHBIX
nonyisinuax (Turchin, 2003; Solé, Bascompte, 2006). VYcraHoBieHO, 4TO
XaoTHYECKasl JAWHAMHUKA TOIMYJSIIUN, XapaKTePU3YIOMIAsICS IOJIOKHUTECIbHBIMU
3HAUEHUSMH  JOMHHAHTHOTO  TMOKa3areis  JlamyHoBa,  KOJMYECTBEHHO
OMPEENSIONEr0 YyBCTBUTEIBHOCTh TUHAMUKU K HUCXOIHBIM ycioBusiM (Oftt,
2002), Bctpeuaercs penko (Berryman, Milstein, 1989; Thomas et al., 1980; Ellner,
Turchin, 1995; Higgins et al., 1997). Anamu3 OOJBIIOTO KOJIUYECCTBA
NOMYJISIIMOHHBIX BPEMEHHBIX PSAJ0B MO3BOJIMI MPEIIOI0KHUTh, YTO OOJIBIIMHCTBO
JTUKHAX TOMYJISIIAN KUBYT HA TPaHMU Xa0ca, T.€. Ha TPAHUIE MKy XaOTUIECKON U
perynsipHoit auHamukod (Ellner u Turchin, 1995). I'panuma xapaktepusyercs
3HAYEHUSMH JJOMUHAHTHOTO ToKa3arens JIsmyHoBa, Oim3koro K Hymro. JKu3Hb Ha
Kpalo xaoca TOJpa3yMeBaeT, 4TO HEOOJbINHE H3MEHCHHSI TapaMeTpPOB MOTYT
OPUBECTH K TMEPEKIIOYCHUIO JUHAMHUKU TOMYJISIUU MEXIYy peryJisipHbIM U
Xa0THUYECKUM ToBeZicHuEM. Kpome TOro, HempephIBHBIE MEPEXOJbl B Xa0oC M U3
HEro MOTYyT TakXKe BO3HUKATh B  pe3yJbTaTe€ KOHKYPEHIIUH  MEXIY
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COCYILIECTBYIOIIMMHU PETYISIPHBIMU U XaOTUYECKUMH aTTPAKTOpaMU MPU OJHOM U
TOM >ke¢ HaOope 3HaueHuii mapamerpoB (Kaitala et al., 2000; Medvinsky et al.,
2001).

Jlist aHanu3a KOPOTKUX BPEMEHHBIX PSAOB pa3padOTaHbl METOABI OIEHKH
JOMUHAHTHOTO Tokazarensi JIsmyHoBa ¢ MOMOINBI0 MaTEMaTUYECKUX MOJIEINEH,
HETIOCPEICTBEHHO COOTBETCTBYIOIIUX JaHHBIM BpeMeHHBIX psanoB (Ellner, Turchin,
1995; Turchin, Ellner, 2000). Dt MeToAbl TO3BOJIWIN OOHAPYXKHTH XaoC C
peaquCcTUYHBIMU O0BbEMaMH JOCTYIHBIX JaHHBIX. B 4acTHOCTH, MOKa3aHO, YTO
JVHAMUKA YUCICHHOCTU NMOJIEBKU B CeBepHOM (DEHHOCKAHIWM XAPAKTEPHU3YETCS
Xa0CoOM, YepeAyIIIMMCS C HE XaoTHYecKuMHu kosiebanusmu. [lpu sTOM
ro0anbHbId  MokKa3zaTenb JIsmyHOBa, XapaKTEpU3YIOIIMI  JOJITOBPEMEHHOE
MOBEJICHUE HCCIIElyeMOM CHUCTEMbl, CTATUCTUYECKHM HEOTIMYMM OT HYJs, a
3HAYEHHUS JIOKAJILHOTO Moka3zatens JIsSmyHoBa, U3MepsIoie YyBCTBUTEILHOCTh K
BO3MYIIICHUSIM B pa3IMYHBIX YacTAX MPOCTPAHCTBA COCTOSIHUM, OKa3alucCh
noctoBepHo nonoxurenbHbMu (Turchin, Ellner, 2000).

B nannoit pabore mokazaHo, 4yTo OWoMacca IJIAHKTOHHBIX COOOIIECTB B
Hapouanckux o3épax pecryonuku benapych coBepiaer XxaoTH4eCKre KOJIeOaHu .
JIsmyHOBCKHE SKCIOHEHTHI, COOTBETCTBYIOIIME 3THUM KOJIEOAHUSIM, BBIXOAST 32
rpanuisl -0,1 < A <+0,1, xapakTepHble 111 KOHIENINY KU3HU HA Kparo xaoca. C
nomolibo mozaenu (65)-(84) Mbl mokazaiiu, 4To MOSBJICHUE Xa0TUYECKOTO PeKUMa
0oJiee BEpPOSITHO B MPOCTPAHCTBEHHO OJAHOPOJHBIX Cpe/laX, YeM B reTepOTrCHHBIX.
[IpocTpaHcTBeHHas OJHOPOJHOCTh Cpel B OMOpEaKTOpax M ME30KOCMax MOXKET
CIOCOOCTBOBATh  XAOTHMYECKUM  KOJEOAHUSIM  YHUCJICHHOCTH TMOMYJISIIUU B
naboparopubix ycioBusix (Becks et al., 2005; Beninca et al., 2008). Hapouanckue
03€pa CpPaBHUTEIBHO OJIHOPOJHBI B MPOCTPAHCTBE, MO3TOMY HACEISIIOLINE HX
NOMYJISIUKA MOTYT OBITH 00JIee MOABEP>KEHBI Xa0Cy.

Bonpoc o TOM, MOryT /M XaoTHYECKHE MOMYJSIIUM YCTOWYHBO
GyHKIMOHUPOBATh BAAIM OT Kpas xaoca, TpeOyeT HalbHEHIIero W3y4eHHs.
[locTossHHOE  pacXOXKJCHHE MEXKIYy TEOPETHUYECKUMH TPEACKa3aHUuIMU U

ITOJICBBIMHU Ha6J'IIOI[eHI/I$IMI/I IMPpUBCJIO K TOMY, YTO COBPCMCHHBIC 3KOJOIMYCCKHUC
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WCCJICIOBAHMSI MIYT OOBSICHEHUS PEIAKOCTH Xaoca B MPUPOJHBIX MOMYJSIHIX U
BBISIBIISIIOT (DAaKTUUECKYIO POJIb Xa0ca B MOJACPKAHUU MOIMYISIIIUOHHONW TUHAMUKU
(Ellner, Turchin, 1995; Costantino et al., 1997; Gibson, Wilson, 2013). Hanmpumep,
Xa0C MOXET OBITb CTPYKTYPHO HEYCTOWYMBBIM H3-32 TIOSIBJICHHUS OKOH
PEryIsipHOCTH B XaOTHYECKUX 00JIACTAX, KOTOPBIE MOKAa3aHbl HA OU(YpPKALIMOHHBIX
muarpammax (Kaneko, Tsuda, 2000). B pe3ynbrare maxe HeOombIas Bapuaius
On(pypKaAIIMOHHOTO TMapaMeTpa MOXXET M3MEHUTh JIMHAMHUKY C XaOTHYECKOW Ha
nepuoandeckyro. OIHa U3 pacHpOCTPAHEHHBIX MPUYMH TOTO, YTO XaOTUUYECKas
JMHAMHUKa TPAKTUYECKH HE HAOJI0/IaeTcsl B MPUPOJE, 3aKIIOYAETCS B TOM, YTO
Xa0TUYECKHUE KOJIeOaHUsI YMCICHHOCTU MOMYJISLUU 3a4acTyI0 MOAXOAAT OJU3KO K
Hyl0. B pesynbrare HeOOJbIIME 3KOJIOTMYECKHE KOoJieOaHUsl JIETKO MNPUBEAYT
nonyJsinuio K BeiIMupaHuro (Berryman, Milstein, 1989; Drake, Griffen, 2010;
Roques, Chekroun, 2011). C npyroifi CTOpOHBI, TEOPETHUYECKH OBLIO
IPOJIEMOHCTPUPOBAHO, YTO Xa0C B HEKOTOPHIX CIIyJasX MPUBOIUT K YMEHBIICHUIO,
a HE YBEJIMYCHUIO BEPOSTHOCTH BBIMUPAHUS TOMYJSIUNA B METANOMYJISIIHOHHBIX
cucremax (Allen et al., 1993).

OcraeTcsi HECKOJBKO HEPEIICHHBIX BOMPOCOB: MoueMy 3HaueHus K, s
JTUHAMHUKA Onomacchl (UTOIJIAaHKTOHA B o3epe Msctpo (Tabn. 5) W JTUHAMUKH
OoroMacchl 300IUIaHKTOHa B OonbiioM miéce o3zepa Hapouw (Tabin. 6) Huxke
3HaueHnit K, s apyrux BogoéMoB? B uem npuumHa U3MEHEHUS JAUHAMUKH
oroMacchl (PUTOIIIAHKTOHA, MMeBIIEeH MecTo nmpuMmepHo B 2005 roxy (pucyHOK
47), mposBHBIIEWCA B KPYNMHOMAaCIITaOHOW HEOJHOPOIHOCTH PEKYypPPEHTHBIX

nuarpamm (pucyHok 48)?
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4.5. 3akno4uenue

OueHka ¥ MPOTHO3UPOBAHUE JUHAMUKH 03EPHBIX IKOCUCTEM KpailHe BaXKHBI
B YCJIOBMSX BCE BO3pACTAIOLIEr0 AHTPONOIE€HHOTO BIUSHUA HAa BHYTPEHHUE
BOJAOEMBI M YBEIIMYEHUS WHTEHCUBHOCTH WHBAa3UN UYXKEPOJHBIX BUIOB B
IKOCUCTEMBI. be3 OleHKH MPOrHO3MPYEMOCTH TaKOW JTWHAMUKH HEBO3MOXKHO
palMOHAIBHOE MPUPOJONOJIb30BAHUE KAK € D3KOHOMHYECKOW, TaK U C
IPUPOJOOXPAaHHOM TOYEK 3peHus. Ha nmpenckasyemMocTb €CTECTBEHHBIX IPOLECCOB
BJIUSIET MHOXECTBO (DAKTOPOB, B YACTHOCTH — IMOTPEUIHOCTb HW3MEpPEHUN
(Illurones, 1969), mym, To ecTh cinydaitapie BHemmHUE (hakTophl (KpaBmos, 1989),
KOHKYPEHITUSI MEX/Ty pa3IMuHbIMK JUHaAMU4YeckuMu pexxumamu (Medvinsky et al.,
2001b, MenBunckuii u ap., 2002) u, HaKOHEN, NpHUCyLIasi CUCTEME BHYTPEHHS
HEYCTOWYUBOCTh (XaOTUYHOCTbH), TMPOSBIAIONIASCS HE3aBUCUMO OT BIIUSHUSA
BHemHuX (aktopoB (Kaplan, 1995; Holden (ed.), 1986). Hekoropeie u3 3Tux
(dakTOpoB He SBISIOTCS He3aBHCUMbIMH. Hampumep, gaxe HeOobas
INOTPEIIHOCTh B M3MEPEHUSAX MOXKET [PUBOAUTh K  HEINPEACKa3yeMbIM
NOCJIEJICTBUSM B TOM CJydae, €CJIM HCCleyeMasl CUCTeMa SBJSETCS XaOTUYECKOU
(Kantz, Schreiber, 1997). OTo cBs3aHO C Te€M, YTO XaOTHYECKas CUCTEMa 00JIaaeT
CBOMCTBOM  YCWUJIEHHS IIyMa B OTJIHYHUE OT PEryJSIpHOH  CHCTEMBbI,
PeICKa3yeMOCTh KOTOPOM MOJHOCTHIO 3aBUCUT OT IIyMa.

B nannoit pabote uccienoBanbl JUHAMUKA OPUTUHAILHON MOJIEN 03EPHOTO
coobmiectBa € Yy4€TOM BO3pPACTHOM CTPYKTYpbl MOMYJISUUM, JWHAMHKA
LEJIOYUCICHHOW MONyJIALMM Ha MpUMepax KIACCHYECKHX MOJENIEH, BIUSHUE
MHBa3UU MOJUIIOCKa-(QUIbTpaTOpa HAa JUHAMHUKY COJAEpKaHus XJopoduiuia a Kak
1oKa3aresis IJIOTHOCTU (PUTOIJIAHKTOHA M JUHAMHUKA MJIAaHKTOHHBIX COOOIIECTB B
NepuoJl TMocie WHBa3uM. llpu wuCclenoBaHWM JIMHAMHUKU JUCKPETHBIX I10
NEPEeMEHHBIM  COCTOSIHMSI Mojelied ObUIo  MOKa3aHo, YTO  XaOTHYECKUU
JTUHAMUYECKUNA PEKMM B TAaKMX MOJIEISAX HE BO3HMKaeT. BMecTo XaoTWyeckoro
peXHMa B COOTBETCTBYIOUIMX OOJACTSIX MapaMeTpoB HAONIOAAIOTCS PEryssipHbIe
KoneOanus. TeM He MeHee, Il 3TOM pEryJIpHON JIMHAMHUKH XapaKTepHa

YYBCTBUTCIIbBHOCTL K Ha4daJlbHbIM YCIOBUSM, a IPCACKA3yCMOCTb AWHAMHUKU
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[EJIOYUCIICHHONW MOJIENIM OrpaHUYEHA 3a CYET COCYIIECTBOBAHUSI KOHKYPHPYIOIINX
perysipHbIX aTTpakTopoB. HecMoTpss Ha peryispHOCTh JUHAMUKH, KOJeOaHUS
BHYTPU TMOBTOPSIONINXCA YYaCTKOB OCTAIOTCS XAOTUYECKUMHU C TMOJIOKHUTEIHHOU
JIAITYHOBCKOM DKCIIOHEHTOM.

Jiss  Monenu, YYMTHIBAIOIIEW BO3PACTHYIO CTPYKTYpY  IOMYJISIIHMA
THAPOOMOHTOB, TMOKa3aHO, YTO TMpPH pa3jIMYHbIX 3HAYCHHUSIX MapaMeTpoOB
peayin3yloTCsa pa3iMyHble JUHAMHYecKHe pexuMbl. C yBEIMUYEHHEM CKOPOCTH
pocTa 300IJIaHKTOHA MOCJIEI0BATENbHO MPOUCXOAAT OUQypKaLMHU: YCTONUYUBBIE
COCTOSIHUSI — PETyJIsSIpHbIE KOoJeOaHus — KBa3HIMKIBI — JWHAMUYECKHI Xaoc.
[ToxazaHo, 4Tto »HAOreHHBIE (QaKTOpbl (TpodUUYECKHUE B3AUMOACUCTBUS MEXKIY
CTPYKTYPHUPOBAHHBIMHU IO BO3PACTy MOMYJSIIHUSIMH) MOTYT SIBUTHCS MPUYUHOU
HAOJI0JaeMbIX B MPUPOJE JOJTONEPUOJUUYECKUX (C TEPUOJIOM B JIECATKU JIET)
KOJIeOAHWM YHUCJICHHOCTH TOMyJAnuu pbiObl. OOBIYHO Takue KojeOaHus
oOBsicHstOTC  BiausHUeM BHemHux ¢akropoB (Cook et al.,, 1997) nubo
n3MeHeHussMu cpeanl ooutanus (Dickson, Brander, 1993; Ottersen, Sundby, 1995).
[Ipu »ToM KIOYEBBIM (AKTOpOM B (HOPMHUPOBAHUM  JOJTOMEPHOIUICCKHIX
KoJIeOaHUI SIBISETCS MPOJOJKUTEIBHOCTD JKU3HU XUIHUKA, MPU €€ CHUKCHUU
JOJITOTIEPUOANYECKHIE KOJIEOAHUS MEPEXOISAT B KOPOTKONEPUOANIECKHUE.

XaOoTUYHOCTh OTPAaHUYMBACT MPEICKA3yeMOCTh JUHAMHKH  O3EPHOTO
coo0miecTBa B MPOCTPAHCTBEHHO  OJHOPOJHOM  MOJENH, YYWTHIBAIOIICH
BO3PACTHYIO  CTPYKTYpy  HOMyJSIIUH. XaOTHYECKHH  PEXUM  CHOCOOEH
TpaHCc(OPMHUPOBATHCS B PETYISPHBIA B ClIy4ae WHTEHCUBHOW MEKOMOTOMHOMN
MUTpALMK. DTO MNPUBOJUT K TNEPEKIIOYCHUSIM JIUHAMUYECKUX PEXKUMOB IpHU
W3MEHEHWU HWHTEHCHBHOCTH MWIPAlU{, YTO HEOIArompusTHO CKa3bIBa€TCA Ha
IpeCcKa3yeMOCTH IUHAMUKU. CTOUT OTMETUTh, YTO B LIEJOYMCIEHHOM aHajiore
MOJIENIM, YYUTHIBAIOUIEH BO3PACTHYIO CTPYKTYpY, B TeX OOJacTsAX MapaMeTpoB, B
KOTOPBIX JJIsl HEMpPEephIBHOM MOJENM XapaKTepeH XaOTHUECKUU PEKUM,
OPOUCXOAUT BBIMHpPAHUE MOJEIBHOM MOMYJSAUH. DTO CBS3aHO C TEM, 4YTO,
coBepIIasi XaoTUIECKHe KoyieOaHusl, YUCICHHOCTh MOMYJIISIIUN MOAXOIUT OJIM3KO K

HYJII0O, YTO WU NPHUBOAUT K BBIMHUPAHHIO HGHO‘IHCJ’IGHHOﬁ IIOITYJISINH. HOI[O6HBI€
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COOOpaXkeHHMsI SIBJISIOTCS. OJTHUM U3 MPEAIO0JIaraeMbIX 0ObSICHEHUH PEAKOCTH Xaoca
B nipupoe (Drake, Griffen, 2010; Roques, Chekroun, 2011).

B pabore mnpoBeneHa oleHKAa JAWHAMUKA IUIAHKTOHHBIX COOOIIECTB
HapouaHckoii Tpymiibl 03€p — CHUCTEMBI CBSI3aHHBIX 03EpP pa3IudyHONU TPOPHOCTH,
pacrojoKeHHOM Ha TeppuTopuu MuHckoi obOmactu PecniyOonuku bemapych. 3a
UCCJIEIOBAHHBIA BpeMEHHOM mpoMexyTok (1978-2013 rr.) BBIOEHSIOT TpHU
WHTEpBala: AaHTpOnoreHHoro »sBTpodupoBanus (1978-1983 rr.), cHuKeHUs
ouoreHHoil Harpy3ku (1984-1990 rr.) u nesBTpodukauuu u OeHTU(UKAUU
(19912013 rr.). Ilpm aHanu3e [OaHHBIX MHOTOJIETHETO THAPOJIOTHYECKOTO
MOHUTOPUHTA TIOKAa3aHO YMEHBIIEHUE KOPPENALHMH MEXAy KoJeOaHUsIMU
KOHLEHTpaluu Xjopoduiia a B 03€pax Mocjiae CHIKEHHUs] OMOTeHHOM Harpy3Ku U
WHBa3UU MoJUTtocka  Dreissena  polymorpha. Tlo-Buaumomy, CHHXKEHUE
KOppesiud OOYCIIOBJICHO Pa3jUYHBbIM BJIUSHUEM BCEJEHI]Aa HAa JKOCHUCTEMHbIC
IPOLIECCHl B KaxXIoM u3 03€p. /[lng nocnenHero BpPEMEHHOTO WHTEpBAJIA
IPOBEJICHbI OLICHKH XapakTepa W TOPU30HTAa NPEACKA3yEeMOCTH JIMHAMHKHU
dutormaHkToHa U 300IUIaHKTOHa Hapowanckux o03€p. IlokazaHo, 4TOo 9dTa
JUHAMMKA SBJISAETCS XaOTUYECKOM, a €€ TOPU3OHT IPEICKA3yeMOCTH COCTABIISAET
2,5 mecsana. IlokazaHo Takxke, 4To JUHAMUKA (PUTOIIAHKTOHA XapaKTEepU3yeTcCs
KaK MUHUMYM JIByMs CTEHEHSIMHU CBOOOJBI. DTO 03HAYAET, YTO B (POPMHUPOBAHUU
Xa0TUYECKOW TUHAMUKHU MOTYT Y4aCTBOBATh MPEACTABUTEIH APYTUX TPOPHUIECKUX

ypOBHEM (0aKTEpUOMIIAHKTOH, 300IUIAHKTOH, phI0a).
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BBIBO/IbI

1.  Pa3mepHO-BO3pacTHas CTPYKTypUPOBAHHOCTh TMOIMYJISIUNA MOXET
SIBUTHCSI PUYUHON HAOIIOJAEMBIX B TIPHPOJC JOJTOIMEPUOANUECKUX (C MEPHUOIOM
B JICCSITKH JIET) KOJIEOAHUN YMCICHHOCTHU TOMYJISIIIUN PHIOKI.

2. Murpamuss peiObl  MeXay OMOTOMAMH MOXKET HMHHUIIMUPOBATH
JECTAOMIIN3AITNIO Xa0THUECKUX JTUHAMUYECKUX PEKUMOB.

3. [IpenckasyeMoCTh  OMHAMMKM  HONYJSIUUM € Y4€TOM  MX
IIEJIOYUCIICHHOCTH OTPaHUYCHA KOHKYPEHIIMEH COCYIIECTBYIOIMUX PETryJISPHBIX
aTTpakTopoB. IIpm 3TOM JWMHAMUKA TOMYJSAIMH SBISETCS PETYISPHOM Ha
IPOJIOJKUTEIBHBIX BPEMEHHBIX MHTEPBaIaX, OJJHAKO HA MEHBIIUX [0 CPABHEHUIO
C OTUMH HHTEPBAJIAMH OTPE3KaxX BPEMEHU JUHAMHUKA MOXKET OBITh XaOTHYECKOM.

4.  BcreactBue CHIDKEHHS AHTPOIIOTCHHOW HArpy3Kd W MHBA3HH
MoJUTIOCKa-puiasTpaTopa  Dreissena  polymorpha  TpoOW30IUIO  CHUXXEHUE
KOPPEISAUA MEXAYy KOJICOAaHWSIMH KOHIICHTpAIMU XJOopoduiia @ B OTIASITHHBIX
03€épax HapouaHCKOM IpyIbl.

5. Jlunamuka Ouomacchl (PUTOIJIAHKTOHA M 300IIAHKTOHA B KAXKJIOM W3

HapouaHckux 03€p ABISIETCS XaOTUYECKOM.
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I[MTPUJIOXXEHUE 1.

Ot6op 1npo06 mNPoOBOAWIM B MeCTaX IMOCTOSIHHBIX HAOJIOJCHUM B
rIIyOOKOBOJHOM 30HE 03€p C IMOMOIIbI JIBYXJHMTPOBOTro Oaromerpa PyTHepa
OJIMH—TPU pa3a B MeCAILl BO BPEMsl BEreTAlMOHHOIO Ce30Ha. B 3aBHcHMMOCTH OT
MOTOAHBIX YCJIOBHI MEPBbIN OTOOP MPOBOAMIIN B amnpesie Uiu Mae, MOCIEIHUNA — B
okts0pe. IIpoOsl BoabI 0TOMpanu u3 mectu ropu3zoHToB (0,5; 3; 6; 8; 12 u 16 m) B
03. Hapoub, uerbipex ropuzoHToB (0,5; 4; 7 u 9 M) B 03. Msctpo u Tpex
ropu3oHToB (0.5; 3 u 5 M) B 03. batopuno. Bogy u3 Bcex rOpu30HTOB CMEIIMBAIIN
JUISL TIOJTyYEHUsI MHTErpajibHOM MpOObI, OTPAXKAIOIIEH CPEAHHMII COCTaB O3EPHOMU
BoAbl. OO0BEM BOABI KaXKJIOr0 TOPU30OHTA B MHTETpaJbHOW Mpobde Obll
IPOIMOPLMOHANIEH J0J€, KOTOPYI COCTABJISIET JAaHHBIA CIOW B OOIIEM BOJHOM
o0BbeMe 03epa B COOTBETCTBHHM C JAHHBIMU OaTUMETPUH.

O6pazupl 0o6bemom 0,5 nutpoB it puroruiaHkTroHa U 10 JaUTpoB s
300IJIAHKTOHA OBUTM OTOOpaHbl M3 KaXI0W HWHTErpasbHOM mpoObl. OOpasiisl
¢dbuTOTIIaHKTOHA (PUKCUPOBAIH C TIOMOIIBIO PacTBOpa YTepMess B MOAU(DUKAIIIU
T. M. MuxeeBoii (Muxeesa, 1989). 3ateM npoObl 0ca)XJanuch B MOJHOW TEMHOTE
HE MEHEee OJHOW Heaenu, KoHleHTpupoBaiauch a0 100-150 mu, otnmenss Bcro
JIMIITHIOI0 BOJIY C TIOMOIIBIO CHJIMKOHOBOI'O MJIM PE3UHOBOTO CHU(POHA, MOKPHITOrO
JBYXCJIOWHBIM IIEJIKOBBIM CUTOM C CeTKOW 77 MKM. [lomy4eHHBI KOHLIEHTpaT
pa3iMBaiv B IUIAHKTOHHBIC CKJISIHKM U JJABAJIM OTCTOSITbCSI HE MeHee 2-3 CYTOK.
3areM OCTaBUIYIOCS BOJY OTKAaYMBAJIM C IOMOIIbI0 MEIMIMHCKOTO IINpHIA C
TOHKOW BUHWJIOBOHM TpyOoukoi B KoHIe. KoHeunslii 00beM mpoObl cocTaBmsit 15-
30 MJ1 B 3aBUCHUMOCTH OT I'yCTOTBI OCaJIKa.

Jlns ananmuza oOpas3noB (UTOMIIAHKTOHA OBbUT KCIOJIB30BaH CBETOBOM
mukpockon Axio Lab mpomsBoactBa Carl Zeiss. [lmotHocTh (uTOMIaHKTOHA
BBIPA)KAJacCh B KOJIMYECTBE KJIETOK (YHMCIO OpPraHU3MOB IS OJHOKJIETOYHBIX
BUJIOB Y YKCJIO KJIETOK JUIsl HUTEH W KOJIOHUI) Ha JUTP. MeNKuxX npencraBuTenci
(DHUTOIUTAHKTOHA MOICYUTHIBATH B Kamepe Dykca — PosenTans oGbeMoM 3,2 MM,
[Toacuer kpymnHbix opranu3mMoB (Ceratium, Asterionella, Melosira, Aulacoseira,

Tabellaria, Fragilaria, Microcystis, Coelosphaerium, Anabaena u fp.) mpoBOIUIN B
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Kamepe oObemMoM 1 mi, a Hambojee KPYNMHBIX M3 HUX, Takux kak Gloeotrichia
echinulata, Volvox, cuutanu B kamepe boropoBa, mpocmaTpuBas BeCh 00bEM
CKOHIICHTPUPOBAHHOM MPOOHI.

Onenky Onomacchl OpraHu3MOB IPOBOJMIN «METOJJOM UCTUHHBIX O0BEMOBY
(Kucene, 1969), npupaBHuBas KJIETKY WX OPraHU3M K OIpeaeIeHHBIM
reoMeTpuueckuM gurypam (asuncoun, chepa, mranra, konyc u 1.4.) (Hillebrand
et al., 1999; Muxeea, 1999). VYiaenpHBIM BeC IUIAHKTOHHBIX OPraHU3MOB
OpUHUMANIK paBHbIM enuHuie. OOuryro Ouomaccy (QUTOIUIAHKTOHA HAXOAWIIU
CyMMHpOBaHHEM OHOMacc OTAENbHBIX mnpeactaBurencii. KomneOanus o6mei
GroMacchl (DUTOIUIAHKTOHA (B I' CHIPOTO BELIECTBA HA M°) IPHBEACHHI B TAGIHIIE 9
[Ipunoxenus 2.

[Ipo6rI 300MIaHKTOHA MPOLIEKUBATIN Yepe3 IUIAHKTOHHYIO CeTh AMIUTeiHa ¢
JUTMHOM CTOPOHBI siueiiku, paBHOM 64 MkM. [lomydeHHsli ocagok oobemom 150 mu
CIIMBAJIM B IUIACTHUKOBBIE OyTHUIKH, ukcupoBanu B 4 % pactBope GopmanvHa u
orcranBanu He MeHee 10 cyTok. C momoibio cudoHa, 3aTIHYTOTO CHHTETUYECKUM
CHUTOM CO CTOPOHOM STYEHKH 55 MKM, JEKaHTUPOBAJIU BEPXHUM CII0M, HE B3MYUYHUBAas
0CaJIoK, W JOBOAWIN 00BbeM mpoOsl g0 50 mi. M3 He€ ¢ momomipio go3aTopa
oToupanu no 2-6 mu (B 3aBUCHMMOCTH OT KOHIIEHTpAallMd B3BECH B Mpode) u
NPOBOJAMIIN KAaYE€CTBEHHBIM M KOJWYECTBCHHBIA aHAIU3 C MOMOIIBI0 OMHOKYJSIpa
Zeiss Stemi 2000 m mukpockomna Zeiss Axio Lab. KomuuecTtBo opranmzmon
YUUTHIBAIIM B IBYX TTOBTOPHOCTSIX JUJIsl KaXKA0W MpoOsl B wamke [letpu auamerpom
40 MM ¢ HAaHECEHHBIM HA JHO PHUCYHKOM B BHJE CYETHOM CeTKU. Pa3mepsl
OpraHu3MOB HM3MEpPSUIM C IMOMOINBIO OKYJSIp-MUKpoMeTpa. Maccy Ttena paykoB
Cladocera u Copepoda ompeaensyii pacdye€THbBIM METOJOM B COOTBETCTBHHM CO
CTENEHHBIMH yPaBHEHUSIMU 3aBUCUMOCTH MaccChl Tena oT ero jmHbl (bamymkuHa,
Bunb6epr, 1979). Maccy Ko10BpaTOK HaXxOJWiIH, MpUpaBHUBas GOpMy MX Teia K
ompeneneHHbIM TeomeTpuyeckuM ¢urypam (bamymkuna, Bunbepr, 1979).
YaenpHbI BEC MNPEACTABUTENCH 300IUIAHKTOHA MPUHUMAINA PABHBIM €IUHUIIE.

OOmyro OuomMaccy 300IMJIAHKTOHA HAaXOAWJIM CYMMHUpPOBAaHHMEM Ouomacc
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OTIeNbHBIX TpencraBureneil. Komebanus oOmieidt Gmomacchl 300TUIaHKTOHA (B T
CHIPOTO BEILIECTBA Ha M) mpuBe/eHb! B Tabmmne 10 [IputoxeHs 2.

OkoHyaTeNnpHBIM HAOOpP MAaHHBIX OBLUT TOJATOTOBJICH [JISI TTOCTPOCHHSI
BPEMEHHBIX PsIOB, TOKa3aHHBIX Ha pHCYHKe 47. BpemeHnnoie psanbl Obun
MOJIYYEHBl B pE3yJibTaTe OOBEIUHEHUS €XKETOJHO PErucCTPUPYEMbIX JAHHBIX B
earHbIC HAOOpPHI (1Mo KaxkaoMy n3 Hapodanckux ozep).

B3Bech s onpenenenus copepxaHusi xjiopoduiuia a (6e3 KOppeKIuu Ha
npucyTcTBre (eonurMeHToB) codupanu Ha uibtpax Synpor (1978-1981 rr.) u
Ha snaepHbix (uasTpax Nucleopor (1982-2013 rr.) ¢ mmamerpom mop 1,5 MKM.
AHanu3 TPOBOJIWIM CHEKTPO(HOTOMETPUUYECKUM METOAOM TIOCIE DKCTPAKIUU
nurMeHToB 90% aneroHoM. Pacuer KoHIeHTpauuu XJopopuiia a MpPOBOJIUIU
corjlacHo Meroauke, npejacraBiaeHHor B padote (SCOR-UNESCO Working group
Nel7, 1966). JIlunamuka KOHIEHTpaluu xjopodwiia a (B MKI/JI) MPUBEIACHBI B
tabnuue 8 [Tpunoxenus 2.

[Ipo3paunocTs BoabI onpenensum o 6emomy aucky Cekku aumamerpom 30
cM. Obmiee conepkaHue a3oTa ONpEesuIM B HE(DUILTPOBAHHOM BOJE MOKpPBIM
CXKUTaHHEM Mo MeToay Keenbaans uiu myTeM OKUCIeHHUsS po0 ¢ mepcyibdarom
KaJusi B aBTOKJaBe, a oOmiee cojaepxkanue Qocdopa — okuciaeHueMm mpod ¢
nepcyabdaTomM Kamus B KHCIION cpene Ha BoasHou Oane (JIypee, 1973; CemeHos,

1977).
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[TPUJIOXXEHUE 2.

Ta6numa 7. 3naueHnust mapameTpoB Mozaenu (65)-(84).

16=6.3-6.9 Znax=8.2x10"" | M;=0.85 M,=0.5 M;;=1x10’
Mip=7x10° | Mpo=1x10" | Mpn=7x10° | C,i11=1x10" | C,1»=2.7x10"
Cpi=2x10" | Cpppo=1x10" | Mp,=1x10" | Mp,=1x10" |1,=2

=5

[Homymsamus N

pi=441 F1,=0.2 F1,=0.095 F1123=0.08 F15,5=0.08
C1125=150 C1225=500 B11=0.85 B1,=0.85 Muni11:=0.26
Mui2i=0.24 | Cin1171=3.8%10° | Cin12,2=3.8%10° | 0¢11=0.1 Der12=2.5
vi =0.2 vi =0.22

[Honmynsauus N,

p>=10080 F,=0.2 F,,=0.05 F,;=0.05 B,1=0.6
B,,=0.37 B,3=0.3 Mun112=0.26 Mpm2o=0.24 | M;3=6.8
Cim2121=4%10° | Couooro=4x10° | Cia1123=5000 | C1n1223=5000 | 0erp1=0.1
er=1 er3=40 vi=10.35 vz = 0.36 v3 = 0.37

Tabnuna 8. /[nHaMuka KOHIIEHTpauK XJIopoduiuia a B mepuos ¢ mas 1978

r. o okTs0ps 2013 1. B Hapouanckux o3€épax, MKI/.

MecﬂuBr‘;iOéM 03. Hapous | O3. Msictpo | O3. bBatopuno
V 1978 6,00
VI 1978 25,31
VII 1978 4,95 26,28 60,73
VIII 1978 3,79 26,28 62,48
IX 1978 6,22 37,02 47,88
X 1978 6,51 21,72 38,40
V 1979 6,68 16,10 54,22
VI 1979 2,17 13,40 45,86
VII 1979 3,24 15,20 73,10
VIII 1979 4,27 30,00 93,57
IX 1979 7,11 28,78 98,48
X 1979 5,79 21,80 36,30
V 1980 7,30 21,39 35,02
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VI 1980 1,35 791
VII 1980 1,89 28,98 55,22
VIII 1980 | 4,90 29,07 81,14
X 1980 56,27
X 1980 12,80 19,68 119,68
V 1981 2,68 14,23 41,60
VI 1981 1,54 13,57 27,60
VII 1981 1,61 5,30 33,75
VIII 1981 1,78 23,35 58,43
X 1981 60,72 75,00
X 1981 5,78 23,32 34,63
V 1982 3,94 12,50 12,54
VI 1982 1,22 14,60 17,95
VII 1982 1,58 10,90 23,57
VIII 1982 | 4,66 25,60 47,19
X 1982 3,69 23,50 57,78
X 1982 6,01 25,20 26,55
V 1983 2,50 13,07 14,96
VI 1983 3,66 17,57 22,31
VII 1983 2,89 13,80 82,96
VIII 1983 | 5,58 38,13 116,40
IX 1983 10,57 63,33 164,10
X 1983 9,29 28,46 74,60
V 1984 8,06 19,40 35,97
VI 1984 2.82 14,40 115,30
VII 1984 1,66 19,10 42,23
VIII 1984 | 5,69 29,90 58,10
X 1984 9,95 34,63 70,64
X 1984 7,14 18,05 51,86
V 1985 5,88 12,37 29,73
VI 1985 3,07 8,41 78,89
VII 1985 4,32 12,60 53,28
VIII 1985 | 4,20 18,63 60,98
X 1985 9,11 24,20 58,26
X 1985 9,09 17,87 26,79
V 1986 3,61 17,04 12,45
VI 1986 1,37 9,72 27,03
VII 1986 | 4,52 14,13 30,75
VIII 1986 | 3,61 13,94 59,91
X 1986 24,40
X 1986 2,23 7,40 15,56
V 1987 4,99 15,09 24,83
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VI 1987 3,44 15,40 45,54
VII 1987
VIII 1987 3,93 29,91 36,40
X 1987 5,71 14,72 32,57
X 1987 4,63 12,81 27,44
V 1988 12,10 15,79 18,68
VI 1988 1,70 5,47 26,72
VII 1988 1,91 3,89 18,29
VIII 1988 | 3,89 23,71 36,72
IX 1988 5,98 14,73 29,50
X 1988 5,62 21,56 22,10
V 1989 2,00 738 8,74
VI 1989 2,34 13,13 32,05
VII1989 | 6,14 10,76 31,00
VIII 1989 | 7,87 16,31 30,16
X 1989 6,59 5,01 21,12
X 1989 6,65 1,36 22,07
V 1990 2,13 1,92 12,32
VI 1990 1,53 8,36 16,63
VII 1990 | 221 3,11 20,79
VIII 1990 | 2,90 7,72 22,40
X 1990 6,89 3,92 18,76
X 1990 2,93 10,56 13,20
V 1991 2,62 1,00 8,56
VI 1991 2,56 0,81 11,02
VII 1991 2,03 12,82 12,10
VIII 1991 | 2,37 8,00 14,10
X 1991 2,52 4,35 12,44
X 1991 1,58 1,48 7,76
V 1992 1,23 1,00 8,89
VI 1992 0,57 4,00 6,19
VII 1992 1,03 8,90 11,27
VIII 1992 | 2,87 14,00 13,06
X 1992 3,80 9,12
X 1992 2,90 6,03 3,30
V 1993 0,79 3,07 15,96
VI 1993 0,89 1,55 12,40
VII 1993 0,57 4,78 5,17
VIII 1993 | 1,41 3,52 8,96
X 1993 2,24 2,65 9,64
X 1993 1,16 1,81 2,76
V 1994 0,98 0,53 13,27
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VI 1994 0,68 0,94 16,64
VII 1994 0,71 3,97 7,26
VIII 1994 1,72 3,64 25,40
I1X 1994 4,00 2,34 9,98
X 1994 1,44 1,11 6,94
V 1995 1,31 1,03 6,07
VI 1995 0,76 1,51 11,45
VII 1995 0,94 17,40 11,26
VIII 1995 1,25 3,48 12,13
IX 1995 1,54 3,51 13,51
X 1995 1,57 2,87 13,25
V 1996 1,37 2,53 7,18
VI 1996 1,44 1,68 7,71
VII 1996 0,78 6,68 14,49
VIII 1996 1,34 5,59 9,12
I1X 1996 1,68 2,60 16,70
X 1996 1,39 4,04 5,52
V 1997 1,06 2,10 4,70
VI 1997 0,26 0,73 4,06
VII 1997 0,66 4,59 7,43
VIII 1997 1,05 5,76 7,58
IX 1997 1,39 5,63 9,00
X 1997 1,52 3,33 6,60
V 1998 1,29 2,69 5,68
VI 1998 1,22 2,32 12,96
VII 1998 1,49 7,07 9,50
VIII 1998 2,26 7,88 9,80
IX 1998 1,57 6,11 11,15
X 1998 1,65 2,55 6,45
V 1999 1,18 4,50 4,18
VI 1999 0,75 1,12 5,05
VII 1999 0,79 5,00 9,08
VIII 1999 1,87 9,16 9,16
IX 1999 1,51 2,72 8,50
X 1999 1,69
V 2000 1,05 2,81 7,45
V12000 0,62 0,47 5,72
VII 2000 0,93 1,83 2,95
VIII 2000 1,49 2,28 4,68
1X 2000 1,06 2,65 4,39
X 2000 1,10 2,80 2,39
V 2001 0,90 2,50 3,81
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VI 2001 0,35 0,42 6,61
VII 2001 0,76 3,85 8,28
VIII 2001 1,31 13,47 15,17

X 2001 1,37 747 8,73

X 2001

V 2002 1,03 5,60 13,85

VI 2002 1,60 2,47 14,23
VII 2002 1,59 4,09 14,38
VI 2002 | 2,89 4,98 21,04

X 2002 2,10 5,63 10,76

X 2002 3,04 1,65 14,50

V 2003 1,36 1,39 6,41

V12003 0,74 2,02 8,16
VII 2003 1,53 3,99 10,25
VIII2003 | 2,11 7,17 15,84

X 2003 2,48 3,61 3,61

X 2003 2,29 2,43 6,93

V 2004 2,41 1,89 10,51
VI 2004 1,55 9,00 8,06
VII 2004 0,94 4,10 8,61
VI 2004 | 1,81 11,60 10,40

X 2004 1,73 6,79 10,21

X 2004 3,50 8,95

V 2005 2,16 2,69 12,59
VI 2005 1,14 5,44 13,65
VII 2005 1,30 5,77 11,98
VIII 2005 | 3,86 13,26 18,28
X 2005 2,36 10,23 21,09

X 2005 3,02 1,47 11,91

V 2006 0,64
VI 2006 0,77 4,70 6,38
VII 2006 1,17 6,99 15,95
VIII 2006 | 1,43 543 20,18

X 2006 2,10 5,53 5,67

X 2006 1,19 4,45 4,95

V 2007 1,13 1,24 8,21
V12007 0,48 1,52 5,85
VII 2007 1,01 3,97 6,47
VIII2007 | 1,72 5.4 20,18
X 2007 1,72 4,42 10,79

X 2007 1,55 3,43 12,87

V 2008 1,10 0,63 10,52
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V12008 0,86 1,82 10,43
VII 2008 0,77 4,59 7,94
VIII 2008 1,16 3,17 4,91
1X 2008 1,67 3,23 8,83
X 2008 1,25 2,61 8,41
V 2009 0,56 1,29 7,96
V12009 0,41 3,49 6,66
VII 2009 0,97 3,53
VIII 2009 1,75 10,18 10,77
1X 2009 1,16 3,80 4,74
X 2009 2,22 6,38
V2010 2,32 8,44 9,32
V12010 0,82 0,71 11,47
VII 2010 0,59 2,90 5,50
VIII 2010 1,12 3,91 5,68
1X 2010 1,31 21,87 7,43
X 2010 2,13 3,40 12,99
V2011 1,22 1,85 6,40
V12011 0,72 1,05 7,61
VII 2011 1,03 2,31 10,54
VIII 2011 1,65 5,82 9,88
IX 2011 2,92 11,35 5,92
X 2011 1,47 6,67 5,79
V2012 1,04 1,08 8,25
V12012 0,60 2,51 8,25
VII 2012 0,83 2,65 6,00
VIII 2012 1,34 2,92 9,99
1X 2012 1,85 5,19 9,22
X 2012 1,74 15,32 10,39
V2013 1,21 5,22 4,88
V12013 0,35 2,41 8,76
VII 2013 0,61 2,53 8,20
VIII 2013 1,4 4,36 10,82
IX 2013 2,12 5,52 10,69
X 2013 1,80 3,15 5,05

Ta6nuna 9. /lanaple o quHamuke 6romacca guroruiaHkToHa ¢ Mast 1993 r.

1o okTs6ps 2013T. B Hapouanckux 03épax pecry6muku Benapycs, r/m’

Bonodm | Maublii mmiéc 03. Bouib1oii mwiéc o3. O3. Os.
MECSIII TO HapO‘lb Hapoqb MHCTpO BaTOPI/IHO
V 1993 0,501 0,987 4416 15,011

182




VI 1993 0,445 0,535 1,82 14,07
VII 1993 0,759 0,569 5,22 6,577
VIII 1993 0,627 1,15 3,551 22,305
I1X 1993 1,212 0,466 0,273 12,948
X 1993 0,447 0,745 0,326 5,078
V 1994 0,71 0,496 0,358 5,445
VI 1994 0,251 0,293 0,112 9,606
VII 1994 0,264 0,518 1,079 24,516
VIII 1994 0,714 1,206 0,814 24,507
IX 1994 2,523 2,097 1,392 16,054
X 1994 0,476 0,675 0,594 11,878
V 1995 1,2 2,682 0,719 9,777
VI 1995 0,125 0,112 1,036 4,505
VII 1995 0,207 0,684 1,627 13,196
VIII 1995 0,741 0,9 2,359 20,8
IX 1995 1,306 0,796 1,069 25,341
X 1995 0,605 0,943 0,576 16,324
V 1996 2,431 2,473 3,315 5,062
VI 1996 0,917 1,284 3,818 12,665
VII 1996 0,353 0,356 12,585 18,48
VIII 1996 0,508 0,3 0,913 21,423
IX 1996 0,257 0,186 0,489 15,275
X 1996 0,236 0,514 1,865 4,362
V 1997 0,135 0,261 0,805 5,1
VI 1997 0,138 0,082 0,192 3,503
VII 1997 0,143 0,625 1,999 14,227
VIII 1997 0,031 0,104 1,937 13,935
IX 1997 0,614 0,374 1,139 18,959
X 1997 0,196 0,254 1,166 6,231
V 1998 1,104 1,81 1,769 3,321
VI 1998 0,528 0,285 1,257 20,954
VII 1998 0,476 1,064 0,702 7,15
VIII 1998 0,312 0,662 0,775 4,174
IX 1998 0,153 0,142 0,803 12,032
X 1998 0,315 0,345 0,308 5,369
V 1999 1,248 1,333 1,058 2,655
VI 1999 0,249 0,052 1,992 1,445
VII 1999 0,322 0,415 0,582 6,439
VIII 1999 0,632 0,703 1,68 17,493
IX 1999 0,517 1,696 0,693 11,035
X 1999 0,661 0,738
V 2000 0,4 0,756 2,186 2,667
V12000 0,329 0,335 0,198 5,261
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VII 2000 0,676 0,35 0,799 1,565
VIII 2000 0,852 0,862 0,75 4,548
1X 2000 0,594 0,53 0,539 2,529
X 2000 0,183 0,349 2,221 2,694
V 2001 0,334 0,218 1,23 1,205
V12001 0,085 0,173 0,136 3,087
VII 2001 0,91 0,436 0,51 6,859
VIII 2001 0,939 1,021 5,956 10,532
1X 2001 0,611 0,578 3,663 10,221
X 2001
V 2002 0,769 0,849 1,79 20,163
V12002 0,854 0,933 0,778 13,223
VII 2002 0,837 2,95 1,407 26,84
VIII 2002 1,066 1,094 2,482 23,953
1X 2002 0,479 0,795 0,305 7,48
X 2002 1,152 0,563 0,322 19,522
V 2003 1,374 0,872 0,53 6,756
V12003 1,33 0,463 2,327 1,943
VII 2003 0,484 0,208 3,336 1,96
VIII 2003 0,212 0,628 1,146 1,889
1X 2003 0,947 0,863 3,636 5,61
X 2003 0,21 0,882 1,337 1,95
V 2004 1,333 2,306 0,465 7,804
V12004 1,011 1,4 3,206 8,8
VII 2004 0,644 1,181 1,988 9,662
VIII 2004 2,829 2,172 2,997 12,58
1X 2004 0,45 0,792 3,583 31,829
X 2004 1,208 0,576 2,168 17,96
V 2005 1,511 1,26 0,73 12,033
V12005 0,67 0,605 2,53 19,655
VII 2005 1,713 1,905 0,97 13,86
VIII 2005 3,153 3,307 3,44 18,53
IX 2005 0,697 2,525 8,97 9,013
X 2005 1,67 2,324 0,79 8,903
V 2006 1,364 0,351 3,356 4,662
VI 2006 0,463 0,279 2,3 2,2
VII 2006 0,332 0,528 3,478 6,3
VIII 2006 2,803 1,294 1,564 8,066
1X 2006 1,238 2,255 8,119 3,972
X 2006 0,633 0,403 3,636 1,543
V 2007 2,361 2,239 0,76 5,408
V12007 0,476 1,507 1,48 8,679
VII 2007 1,212 0,775 2,364 3,637
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VIII 2007 3,211 2,799 4,76 4,416
X 2007 0,993 2,302 2,263 22,965
X 2007 1,165 0,475 1,413 10,136
V 2008 0,667 0,88 0,331 8,399
V12008 0,337 0,33 0,729 8,141
VII 2008 1,019 1,241 7,977 3,665

VIII 2008 2,514 0,862 1,866 4,174
I1X 2008 0,761 0,674 1,56 9,547
X 2008 0,434 0,712 1,192 4,526
V 2009 0,964 0,667 1,722 12,568
V12009 0,559 0,37 3,34 16,712
VII 2009 0,845 1,064 7,633 20,664

VIII 2009 1,799 1,011 5,843 11,944
1X 2009 0,692 0,964 1,272 2,085
X 2009 0,905 1,661 3,971
V 2010 2,941 1,201 2,375 9,848
V12010 1,785 1,785 0,425 9,538
VII 2010 1,438 1,427 2,262 12,766

VIII 2010 1,015 1,002 3,394 9,173
1X 2010 0,901 1,498 37,892 5,185
X 2010 1,344 1,429 4,357 16,203
V 2011 1,917 0,949 1,55 4,8
V12011 1,099 0,51 1,51 6,31
VII 2011 0,637 1,578 0,96 7,34

VIII 2011 1,398 1,402 2,67 8,31
I1X 2011 1,596 2,478 14,91 2,42
X 2011 1,185 0,673 2,74 2,84
V 2012 0,841 0,398 0,88 5,25
V12012 0,471 0,641 3,07 5,72
VII 2012 1,653 1,272 3,6 10,03

VIII 2012 2,183 1,345 3,24 10,34
1X 2012 2,874 3,623 9,16 10,77
X 2012 1,111 1,037 10,38 6,39
V 2013 2,12 1,524 2,704 3,356
V12013 0,625 0,584 0,797 10,91
VII 2013 0,41 0,72 1,019 11,826

VIII 2013 1,497 0,749 2,419 5,685
I1X 2013 0,555 1,737 3,113 6,148
X 2013 0,852 1,267 1,973 2,477
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Ta6muma 10. J[agabie M0 AMHAMHKE OMoMacca 300IUIaHKTOHA ¢ Mas 1993 r.

1o okTsI6ps 2013T. B HapouaHckux 03épax pecry6muku Bemapycs, r/m”

Bonoém | Manprii miéc 03. | Bonbmioi miéc 03. Os3. O3.
HeCT IO Hapousb Hapousb Msictpo baropuno
V 1993
VI 1993
VII 1993
VIII 1993
IX 1993
X 1993
V 1994
VI 1994
VII 1994 0,37 0,2 0,36 0,1258
VIII 1994 0,31 0,238 0,417 0,31
IX 1994 0,18 0,22 0,21 0,29
X 1994 0,17 0,124 0,3 0,36
V 1995 0,39372 0,26008 6,39 4,1775
VI 1995 0,32524 0,28476 0,91995 2,0084
VII 1995 0,1455 0,05151 0,8951 1,0408
VIII 1995 0,1064 0,4735 0,8955 2,1732
IX 1995 0,4638 0,3532 0,4952 1,6963
X 1995 0,2404 0,34
V 1996 0,08 0,087 0,431 0,348
VI 1996 0,218 0,085 0,345 0,674
VII 1996 0,1281 0,1381 0,416 1,27
VIII 1996 0,086 0,05 0,675 0,499
IX 1996 0,079 0,111 0,399 0,292
X 1996 0,227 0,225 0,187 0,722
V 1997 0,202 0,312 1,959 3,943
VI 1997 0,861 0,293 1,851 2,812
VII 1997 0,4643 0,361 1,593 6,997
VIII 1997 0,571 0,424 1,097 1,707
IX 1997 0,725 1,107 1,576 1,949
X 1997 0,582 0,36 1,541 1,367
V 1998 0,255 0,108 1,012 2,691
VI 1998 0,598 0,337 2,412 2,441
VII 1998 0,547 0,71 1,348 3,308
VIII 1998 0,639 1,079 1,001 1,114
IX 1998 0,369 0,621 1,669 1,223
X 1998 0,328 0,311 1,589 2,048
V 1999 0,447 0,342 2,126 0,667
VI 1999 0,3835 0,4275 1,254 0,832
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VII 1999 0,32 0,513 1,533 0,921
VIII 1999 0,978 0,749 1,239 2,873
IX 1999 1,381 1,343
X 1999
V 2000 0,17 0,177 2,126 0,667
V12000 0,626 0,542 1,254 0,832
VII 2000 0,671 0,965 1,533 0,921
VIII 2000 1,071 0,783 1,239 2,873
IX 2000 0,7 0,545 1,381 1,343
X 2000
V 2001 0,04383 0,49197 1,99056 1,36155
V12001 0,11466 0,36448 2,28961 1,97037
VII 2001 0,33685 0,32656 0,53913 1,89834
VIII 2001 0,60815 0,69206 2,06615 1,58928
1X 2001 1,09788 0,52066 1,26975 1,08159
X 2001
V 2002 0,657 0,525 2,96 3,268
V12002 0,413 0,659 1,177 1,661
VII 2002 0,334 0,342 2,678 0,807
VIII 2002 0,657 0,514 1,881 0,779
X 2002 0,639 0,776 0,822 2,465
X 2002 0,53 0,554 1,194 1,842
V 2003 0,355 0,632 1,848 0,122
V12003 0,708 0,32 1,209 1,336
VII 2003 0,345 0,402 1,479 0,768
VIII 2003 0,871 0,375 1,083 1,102
1X 2003 0,921 1,253 1,041 1,117
X 2003 0,553 0,627 1,137 2,89
V 2004
V12004
VII 2004
VIII 2004
X 2004
X 2004
V 2005
V12005
VII 2005
VIII 2005
I1X 2005
X 2005
V 2006 0,62 0,52 1,29
VI 2006 0,75 0,72 3,41
VII 2006 0,9 0,66 4,01 1,15
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VIII 2006 1,05 0,6 1,45 2.81
IX 2006 0,71 0,37 0,73 0,93
X 2006
V 2007 0,512 0,429 0,929 0,287
V12007 0,696 0,503 3,604 0,424

VII 2007 0,474 0,577 0,915 0,621

VIII 2007 0,573 0,669 1,168 1,424
X 2007 0,354 0,26 0,994 0,998
X 2007 0,308 0,145 0,511 0,376
V 2008 0,14 0,32 3,33 3
VI 2008 0,26 0,47 2 1,31

VII 2008 0,33 0,46 1,12 0,78

VIII 2008 0,43 1,21 0,61 1,05
IX 2008 0,36 0,25 0,42 2,09
X 2008 0,35 0,4 1,37 1,95
V 2009 0,08 2,5 2,32
VI 2009 0,69 0,33 1,49 1,9

VII 2009 0,55 1,25 1,19 1,48

VIII 2009 0,57 0,79 1,35 2,03
X 2009 0,93 0,54 1,84 1,6
X 2009 0,9 2,19
V 2010 0,24 0,79 0,79 1,92
VI 2010 0,53 3,08 3,08 2.3

VII 2010 0,58 0,97 0,97 0,58

VIII 2010 0,93 1,13 1,13 1,19
X 2010 0,58 0,7 0,7 0,71
X 2010 0,72 1,39 1,39 1,57
V 2011 1,27 1,68 2,05 1,44
VI 2011 1,8 0,84 2 2,3

VII 2011 1,07 1,13 0,81 2,72

VIII 2011 0,7 1,7 1,04 3,28
IX 2011 0,33 0,36 2,29 5,93
X 2011 0,21 0,41 2,05 3,41
V 2012 0,299 0,192 2,158 3,918
VI 2012 0,2 0,042 1,426 1,633

VII 2012 0,526 0,903 0,901 1,113

VIII 2012 0,596 0,493 2,499 1,601
X 2012 0,362 0,444 2,007 2,199
X 2012 0,981 0,498 1,979 0,552
V 2013 0,73 0,51 0,69 2,18
VI 2013 0,41 0,78 1,23 2,43

VII 2013 0,52 0,68 1,8 1,76

VIII 2013 1,15 1,13 3,81 2,49
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1X 2013

0,56

0,75

2,11

2,7

X 2013

0,6

0,42

1,18

2,28
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ITPNJIOXEHUE 3.
Peanu3zauus moaenu (65)-(84) B MatLab

JIJ1s1 NENCTBUTENIBHBIX YMCET:

clear all
Starttime = datestr (now, 'HH:MM:SS AM'") ;
disp(Starttime);

Squar = 117;
Zmax=8.2e+12*Squar;

for r0=6.8;
for Wcr22=1;

pl=441;
p2=10080;

Mml111=0.26;
Mml121=0.24;
Mm212=0.26;
Mm222=0.24;
Mm3=6.8;

M1=0.85;
M2=0.5;

M111=1e07;
M121=7e06;
M212=1e07;
M222=T7e06;
MMzl=1le-8;
MMz2=1e-7;

KN13=0.88;
KN11=0.88;
KN12=0.88;
KN24=0.86;
KN21=0.86;
KN22=0.86;
KN23=0.86;

Kwll=1;
KWwl2=1;
KWw21=1;
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KWw22=1;
KWw23=1;

F11=0.2;
F12=0.095;

F21=0.2;
F22=0.05;
F23=0.05;
F1123=0.08;
F1223=0.08;

bettall=0.85;
bettal?2=0.8;

betta21=0.06;
betta22=0.37;
betta23=0.3;

V11=0.2;

V12=0.22;
Vv21=0.35;
vV22=0.36;
v23=0.37;

kolvolet=2000;
dlinagoda=25;

Zl=zeros ([1l, (kolvolet+1l) *dlinagoda+1]);
Zz2=zeros ([3, (kolvolet+l) *dlinagoda+1]);

Nll=zeros ([5, (kolvolet+1l)*dlinagoda+l]) ;
N12=zeros ([5, (kolvolet+l) *dlinagoda+l]) ;
N13=zeros ([5, (kolvolet+l) *dlinagoda+l]) ;

uM=zeros ([5, (kolvolet+1) *dlinagoda+l]) ;

perehll=zeros ([5, (kolvolet+1l)*dlinagoda+1]
perehl2=zeros ([5, (kolvolet+1l) *dlinagoda+1]
pereh2l=zeros ([8 ,(kolvolet+1)*dlinagoda+l]
pereh22=zeros ([8, (kolvolet+1l) *dlinagoda+1]
pereh23=zeros ([8, (kolvolet+l) *dlinagoda+1]
NN23summaz2=zeros ([8, (kolvolet+l) *dlinagoda

4
’

) 7
) 7
) 7
) 7
) 7
+11);
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’

LTESTl1l=zeros ([5, (kolvolet+l) *dlinagoda+1])

LTEST12=zeros ([5, (kolvolet+l) *dlinagoda+1])

LTEST21=zeros ([8, (kolvolet+l) *dlinagoda+1]) ;
(L8, ( ) 1)
(L8, ( ) 1)

’

’

4

LTEST22=zeros kolvolet+1l) *dlinagoda+l
LTEST23=zeros kolvolet+1l) *dlinagoda+l

14

’ 4

N21l=zeros ([8, (kolvolet+l) *dlinagoda+l]) ;
N22=zeros ([8, (kolvolet+l) *dlinagoda+l]) ;
N23=zeros ([8, (kolvolet+l) *dlinagoda+l]) ;
N24=zeros ([8, (kolvolet+l) *dlinagoda+l]) ;

taul=2; Smay
tau2=5;%iyun'

Wcrll=0.1;
Wcrl2=2.5;
Wcr21=0.1;
Wcr23=40;

Wllsr=zeros ([5, (kolvolet+l)*dlinagoda+1l])

Wl2sr=zeros ([5, (kolvolet+l)*dlinagoda+1l])

W2lsr=zeros ([8, (kolvolet+l)*dlinagoda+l]) ;
([8, ( ) 1)
(L8, ( ) 1)

.
’ 14
.

14

14

W22sr=zeros kolvolet+1l) *dlinagoda+l
W23sr=zeros kolvolet+1) *dlinagoda+l1l

14

’ 4

Czlll=le+l13*Squar;
Czl21=2.7e+l2*Squar;
Cz212=2e+12*Squar;
Cz222=1le+l12*Squar;
Cl123=150*Squar;
Cl223=500*Squar;

[¢]

o

o

CM11lzl= 3800000*Squar;
CM12z2= 380000*Squar;
CM21z1l= 4000000*Squar;
CM22z2= 400000*Squar;

CM1123=5000*Squar;
CM1223=5000*Squar;
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1001.4471366279368;
5.15428298349757e-06;
2.28399102138692e-12;
1.45803139728136e-18];
N11(:,1) = N11(:,1).*Squar;

N12(:,1) = [O;
1027.25974772292;
300.4069226710543;
0.160795095199921;
0.001141438506751927;

N12(:,1) = N12(:,1) .*Squar;

N13(:,1) = [0O;
10.76276455960135e-24;
59.1679310563136;
57.4975885301302;
61.3908259439486] ;

N13(:,1) = N13(:,1).*Squar;

N21(:,1) = [O;
117.020732121343;
0.0266870124316249;
5.28583041450776e-06;
9.30629076233762e-10;
0;

0

0];

N21(:,1) = N21(:,1).*Squar;

L—1 N
.

N22(:,1) = [0;
234.637914622297;
9.64624055079225;
0.117288646542412;
0.00126074961832383;
0;

0

0];

N22(:,1) = N22(:,1) .*Squar;

L—1 N
.

N23(:,1) = [0;
5.03782238930170e-08;
23.5631797974162;
2.93584154048315;
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2.111075471750116;
0;

0;
01,

N23(:,1) = N23(:,1).*Squar;

N24(:,1) = [0O;
0;
2.67895141536583e-29;
2.95507123201394;
3.70362948227324;
4

4

3;
4]
N24(:,1) = N24(:,1).*Squar;

Zz1(1,1) = 13067519422328.8*Squar;

22 (:,1) = [1960121491031.07;
980027307353.230;
489987581056.1991];

22 (:,1) = 22(:,1)*Squar;

Wllsr(:,1) = [0O;
0.0805750111844051;
0.0805751164603227;
0.0805751164603229;
0.0805751164603228];

Wl2sr(:,1) = [0;

.737943683755884;

1.84340365494457;

1.84551621343262;

1.84551623980058];

(@)

W2lsr(:,1) = [0O;

.0649550792410245;
.0650010016786265;
.0650010016802350;
.0650010016802350;

N

O O O OO oo

L1 N
~e
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W22sr(:,1) = [0O;
0.298271483164351;
0.632394478436987;
0.632932443034002;
0.632941004760219;
0;

0;

017

W23sr(:,1) = [0O;

1.01573827357250;
7.18864308321073;
21.7213180916150;
22.5895454771816;
0;

0;

0]

name = 'fish44Doublel';
rOl=zeros (l,dlinagoda* (kolvolet+1l));

t=0;

14

pereh23=zeros
pereh22=zeros
pereh2l=zeros
perehll=zeros
perehlZ2=zeros
Lll=zeros (5,1
Ll12=zeros(
L21=zeros (
L22=zeros (
L23=zeros (
fl2=zeros (

(

(

(

(

8, kolvolet*dlinagoda)

8,kolvolet*dlinagoda) ;

8,kolvolet*dlinagoda) ;
)
)

4

5,kolvolet*dlinagoda
5,kolvolet*dlinagoda

~ o~ o~ o~ o~

4

fl3=zeros
f22=zeros
f23=zeros
f24=zeros

for n=0:kolvolet

for tt=1:dlinagoda-1
t=t+1;

R ZOOPLANKTON-———————=————————



Z1(1,t+1)=r0*sum(Z2(1:3,t))*(1-
sum(z2 (1:3,t))/Zmax) ;

22 (1,t+1)=22(1,t)-M2*Z
M212*sum(N12 (:,t))*22(1,t)
M222*sum (N22 (:,t)) *22(1,t)

22(2,t+1)=22(2,t)-M2*Z

2(1,t)-
/
/
2
M212*sum (N12(:,t))*22(2,t)/
/
)
1
/
/

Cz212+722(1,t)) -
Cz222+722(1,t));
2,t)-

Cz212+722(2,t)) -
Cz222+722(2,t));

o~ o~ o~ o~ o~ o~

M222%sum (N22 (:,t)) *Z2 (2, t)
72(2:3,t+1)=22(1:2, t+1
72 (1,t+1)=21(1,t)-ML*Z
M111*sum (N11 (:,t))*21(1,t)/(Cz111+21(1,t))-
M121*sum (N21 (:,t))*21(1,t)/(Cz121+21(1,t));
F——————————— FISH N11-—————————————————

14

(1,t) -

Wllsr(ii,t+1)=Wllsr(ii,t)+bettall*Mmlll1*MMz1*71(1,t)/ (C

M11z1+MMz1*Z1(1,t));
N11l(ii,t+1)=N11(ii,t)-F11*N11l(idi,t)-

F1123*sum(N23 (:,t))*N11(ii,t)/ (CL123+N11(ii,t));

sigmall = V11*Wllsr(ii,t+1);

[(£f12(ii,1),Wllsr(ii,t+1),L11(ii,1) l=erfforfish44Double (
Wllsr(ii,t+1l),sigmall,Wcrl1l1l,0.0001,Wcrl2,N11 (ii,t+1));
perehll (ii,t)=L11(ii,1);
N11(ii,t+1)=N11(idi,t+1)-L11(idi,1);
if N11(ii,t+1)~=0
Wllsr(ii,t+1)=Wllsr(ii,t+1)/N11(ii,t+1);

else
Wllsr (ii,t+1)=0;
end
end
G————————— FISH Nl12-———----==——-—————
for ii=1:5

Wl2sr (ii,t+1)=W1l2sr(ii, t)+bettal2*Mml21*MMz2*sum(Z22 (1:3
,t))/ (CM12z2+MMz2*sum (Z2 (1:3,t))) ;
N12 (ii,t+1)=N12(ii,t)-F12*N12(ii,t)-
F1223*sum(N23 (:,t))*N12(1ii,t)/(C1l223+N12(1ii,t));
sigmal2 = VI12*Wl2sr (ii, t+1);

[f13(1ii,1),Wl2sr(ii,t+1),L12(1ii,1) ]=erfforfishd44Double (
Wl2sr(ii,t+l),sigmal2,Wcrl2,Wcrll,Inf,N12(1ii,t+1));
N12 (ii,t+1)=N12(ii,t+1)-L12(ii,1)+L11(idi,1);
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perehl2 (ii,t)=L12(ii,1);
if N12(ii, t+1)~=0

Wl2sr(ii,t+1l)=(Wl2sr(ii,t+1)+£f12(1i1,1))/N12(ii,t+1);
else
Wl2sr (ii, t+1)=0;

N13(:,t+1l) = (NI13(:,t)+L12(:,1));%fix

R e T FISH N2l--—-—————————~—
for 1i1=1:8

W21lsr(ii,t+1)=W21sr(ii,t)+betta2l*Mm212*MMz1*71(1,t)/ (C
M21z1+MMz1*Z1(1,t));

N21 (ii,t+1)=N21(ii,t)-F21*N21(ii,t);
sigmaz2l = V21*W2lsr(ii,t+1);

[£22(1i,1),W21lsr(ii,t+1),L21(ii,1l)]=erfforfishd44Double (
W2lsr(ii,t+l),sigma2l,Wcr21,0.0001,Wcr22,N21 (ii,t+1));
N21 (ii,t+1)=N21(ii,t+1)-L21(idi,1);
pereh21 (ii, t)=L21(ii,1);
if N21(ii,t+1)~=0
W21lsr(ii,t+1)=W21lsr(ii,t+1)/N21 (ii,t+1);

else
W21lsr (ii, t+1)=0;
end
end
F—m—m———————— FISH N22-—-—-————————————

for 1i=1:8

W22sr (ii, t+1)=W22sr (ii, t)+bettal22*Mm222*MMz2*sum(Z2 (1:3
,E))/ (CM22z2+MMz2*sum (Z2 (1:3,t))) ;$+W22 (11,1) ;
N22 (11, t+1)=N22(ii,t)-F22*N22(ii,t);%+L21 (i1,1);
sigmaz22 = V22*W22sr (ii, t+1);

[£23(1ii,1),W22sr (ii,t+1),L22(ii,1) J=erfforfish44Double (
W22sr (ii, t+l),sigma22,Wcr22,Wcr2l,Wcr23,N22 (ii,t+1));
N22 (1i,t+1)=N22 (ii,t+1)-L22(ii,1)+L21(ii,1);
pereh22 (ii,t)=L22(11,1);
if N22(ii,t+1)~=0
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W22sr (ii,t+1)=(W22sr (ii, t+1)+£22(ii, 1)) /N22(1ii,t+1);

else
W22sr (ii,t+1)=0;
end
end
§—— - FISH N23-—-——————————————

W23sr (ii, t+1)=W23sr (ii, t)+betta23*Mm3* (sum(Wllsr(:,t).*

N11l(:,t))./(CM1123+sum(Wllsr(:,t).*N11(: )))+sum(W128r

(:,t) .*N12(:,t)) ./ (CM1223+sum (Wl2sr (:,t). *N12( t))))
N23(ii,t+1)=N23(ii,t)-F23*N23(ii,t); o+L22(1l,l);
sigmaz23 = V23*W23sr (ii, t+1);

[£24(1i,1),W23sr(ii,t+1l),L23(11i,1) J=erfforfishd44Double (
W23sr(1ii,t+l),sigma23,Wcr23,Wcr22,Inf,N23(11i,t+1));
N23(ii,t+1)=N23(ii,t+1)-L23(ii,1)+L22(ii,1);
pereh23(ii,t)=L23(ii,1);
if N23(ii, t+1)~=0

W23sr (1ii,t+1)=(W23sr (ii,t+1)+£23(ii, 1)) /N23(ii,t+1);

else
W23sr (ii,t+1)=0;
end
end
F——— - FISH N24-—-—-———————————————————
N24 (:,t+1) = (N24 (:,t)+L23(:,1));%fix
S —————————————— FISH N1l------—————————-

if (t==n*dlinagodattaul)
YoungTemp = pl*sum(N13(4:5,t));
N11(1l,t+1)=(N11(1l,t)+YoungTemp)
if N11(1,t+1)~=0
Wllsr (1l,t+1l) =
(Wllsr(1l,t)*N11(1,t)+YoungTemp*0.0001)/(N11(1l,t)+YoungT
emp) ;

else
Wllsr (1,t+1) =0;
end
end
§—mmmmm - FISH N2l-———————————————

if (t==n*dlinagodattauz?) %4
YoungTemp=p2*sum (N24 (5:8,t)) ;
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N21(1,t+1)=(N21(1,t)+YoungTemp) ;
if N21(1,t+1)~=0
W2lsr(1l,t+1) =
(W21lsr (1,t)*N21(1,t)+YoungTemp*0.0001)/(N21(1,t)+YoungT
emp) ;
else
W21lsr (1,t+1) = 0;
end
end
end

§—mmmmmmmm - ZOOPLANKTON-——=-——=——=——-——

21 (1,t+1)=rO0*sum(z22(1:3,t))*(1-
sum (Z2(1:3,t)) /Zmax) ;

Z2(1,t+1)=722(1,t)-M2*72(1,t) -
M212*sum (N12 (:,t))*Z22(1,t)/ (Cz212+z22(1,t)) -
M222*sum (N22 (:,t)) *Z2(1,t)/ (Cz222+722(1,t)) ;

22 (2,t+1)=22(2,t)-M2*22(2,t) -
M212*sum (N12 (:,t))*z22(2,t)/ (Cz2124+Z2(2,t)) -
M222*sum (N22 (:,t)) *Z22(2,t)/ (Cz222+722(2,t)) ;

72(2:3,t+1)=22(1:2,t+1) ;

72 (1,t+1)=21(1,t)-M1*21 (1,t)-
M111l*sum (N11(:,t))*Z21(1,t)/(Cz111+21(1,t)) -
M121*sum (N21 (:,t))*Z21(1,t)/(Cz121+21(1,t));

$—mm - PEREHOD V SL GOD---—-—————————-
Wllsr(2:5,t+1)=KW1l1*Wllsr(1l:4,t);
Wllsr (1,t+1) = 0;

Wl2sr (2:5,t+1)=KW12*Wl2sr(1l:4,t);
Wl2sr (1,t+1) = 0;

o\°

W21lsr (2:8,t+1)=KW21*W21lsr(1:7,t);
W21lsr (1,t+1) = 0;

W22sr (2:8,t+1)=KW22*W22sr(1:7,t);
W22sr (1,t+1) = 0;

W23sr (2:8,t+1)=KW23*W23sr(1:7,t);
W23sr (1,t+1) = 0;

o\°
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N13(2:5,t+1)

(KN13*N13(1:4,t));
N13(1,t+1) = 0;

N12(2:5,t+1)=(KN12*N12(1:4,t));
N12(1,t+1) = O;

N11(2:5,t+1)
N11(1l,t+1) =

(KN11*N11(1:4,t));
0;

o\°

N24(2:8,t+1)=(KN24*N24 (1:7,t));
N24 (1,t+1)=0;

N23(2:8,t+1)=(KN23*N23(1:7,t));
N23(1,t+1)=0;

N22 (2:8,t+1)=(KN22*N22 (1:7,t));
N22(1,t+1)=0;

N21(2:8,t+1)=(KN21*N21(1:7,t));%fix

N21(1,t+1)=0;

end

Stime=1;%250;
Ttime= (kolvolet+1l) *dlinagoda;
Step = 1;%25;

NNN21= sum(N21(1:8,1:Step:Ttime));
NNN22= sum (N22 (1:8,1:Step:Ttime)) ;
NNN23= sum (N23(1:8,1:Step:Ttime)) ;
NNN24= sum (N24 (1:8,1:Step:Ttime));
NNN11l= sum (N1l (1:5,1:Step:Ttime));
NNN12= sum(N12 (1:5,1:Step:Ttime));
NNN13= sum(N13(1:5,1:Step:Ttime));

2722 = sum(zZ2(1:3,1:Step:Ttime));
ttt=0;

for i1iiii=Stime:dlinagoda:Ttime-dlinagoda
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ttt=ttt+1;

NNNN21
NNNN2 2
NNNN2Z2 3
NNNN2 4

o~ o~ o~ o~

NNNN11 (1,ttt)=mean (NNN11(1,iiii:
NNNN12 (1, ttt)=mean (NNN12(1,iiii:
NNNN13 (1, ttt)=mean (NNN13(1,iiii:

22722 (1, ttt)
272721 (1, ttt)
end

figure(1l);

subplot(4,1,1);
title ("'N2Double'’
subplot(4,1,2);

subplot (4,1,3);
subplot(4,1,4);
hold on;

figure (2);
subplot(3,1,1);
title ('"N1lDouble'

subplot (3,1,2);
subplot (3,1, 3);

figure (3);

1,ttt
1,ttt
1,ttt
1,ttt

NNNZ21
NNN22
NNN2 3
NNN2 4

mean
mean
mean
mean

o~ o~ o~ o~

(
(
(
(

~— ~— ~— ~—

1,11i1:
1,11i1:
1,11i1:
1,11i1:

iiii+dlinagoda-1
iiii+dlinagoda-1
iiii+dlinagoda-1
iiii+dlinagoda-1

))
))
))
))

.
4
.
4

4

14

iiii+dlinagoda-1));
iiii+dlinagoda-1));
iiii+dlinagoda-1));

= mean (Z2Z2(1l,iiii:iiii+dlinagoda-1));
= mean(z1(1,iiii:iiii+dlinagoda-1));

plot (NNNN21, "r'");
) ;
plot (NNNN22, 'r'");

plot (NNNN23, '
plot (NNNN24, '

")
")

r
r

plot (NNNN11, 'r'");
) ;

plot (NNNN12, '
plot (NNNN13, '

")
")

r
r

subplot(2,1,1);

plot(zz721,

'r');

title ('ZDhouble'") ;
subplot(2,1,2);

plot (2222, 'r");

locname = sprintf ('%sr0=%sWcr22=%s"',
int2str (Wcr22*10)) ;

int2str (r0*10),
save (locname) ;
end
end
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Endtime = datestr (now, 'HH:MM:SS AM'") ;
disp (Endtime) ;

function
[f,fdo,L]l=erfforfish44Double (Wsrednee, sigma,Wcr,Wcrdo, W
crposle, N)

1=0.5* (1+erf ((Wcrposle-Wsrednee) /sgrt (2*sigma~2))) -

0.5* (1+erf ((Wcrdo-Wsrednee) /sqgrt (2*sigma”2))) ;
if 1>0
L=(0.5*(1+erf ((Wcrposle-
Wsrednee) /sgrt (2*sigma”2)))-0.5* (1+erf ( (Wcr-
Wsrednee) /sqgrt (2*sigma”2)))) *N/1;
xX=Wcr;
fl=-sigma*exp (- (x-

Wsrednee) "2/ (2*sigma”2)) /sqgrt (2*pi) +Wsrednee*0.5*erf ( (x
-Wsrednee) / (sigma*sqgrt (2)));

x=Wcrposle;

f2=-sigma*exp (- (x-
Wsrednee) "2/ (2*sigma”2)) /sqrt (2*pi) +Wsrednee*0.5%erf ( (x
-Wsrednee) / (sigma*sqgrt (2))) ;

x=Wcrdo;

f3=-sigma*exp (- (x-
Wsrednee) "2/ (2*sigma”2)) /sqrt (2*pi) +Wsrednee*0.5%erf ( (x
-Wsrednee) / (sigma*sqgrt (2))) ;

fdo=(f1-£3) *N/1;
f=(£f2-£f1)*N/1;
else

end
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Jst meawIx yuces:

clear all
Starttime = datestr (now, 'HH:MM:SS AM'") ;
disp(Starttime);

Squar = 117;

Zmax=8.2e+12*Squar;
for r0=6.4;
for Wcr22=1.1;

pl=441;
p2=10080;

Mml11=0.26;
Mml121=0.24;
Mm212=0.26;
Mm222=0.24;
Mm3=6.8;

M1=0.85;
M2=0.5;

M111=1e07;
M121=7e06;
M212=1e07;
M222=T7e06;
MMzl=1e-8;
MMz2=1e-7;

KN13=0.88;
KN11=0.88;
KN12=0.88;
KN24=0.86;
KN21=0.86;
KN22=0.86;
KN23=0.86;

KWwll=1;
KWwl2=1;
KWw21=1;
KWw22=1;
KW23=1;
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F11=0.2;
F12=0.095;

F21=0.2;
F22=0.05;
F23=0.05;
F1123=0.08;
F1223=0.08;

bettall=0.85;
bettal2=0.8;

betta?21=0.06;
betta22=0.37;
betta23=0.3;

V11=0.2;

V12=0.22;
Vv21=0.35;
V22=0.36;
vV23=0.37;

kolvolet=2000;
dlinagoda=25;

Zl=zeros ([1l, (kolvolet+1l) *dlinagoda+1]);
Z2=zeros ([3, (kolvolet+1l) *dlinagoda+1]) ;

Nll=zeros ([5, (kolvolet+1l) *dlinagoda+1l]) ;
N12=zeros ([5, (kolvolet+l) *dlinagoda+l]) ;
N13=zeros ([5, (kolvolet+l) *dlinagoda+l]) ;

uM=zeros ([5, (kolvolet+1l) *dlinagoda+l]) ;
perehll=zeros ([5, (kolvolet+l) *dlinagoda+1]
perehl2=zeros ([5, (kolvolet+1l) *dlinagoda+1]
kolvolet+1) *dlinagoda+1]
]
]

14

14

) ;

([5, ( ) ;
pereh2l=zeros ([8 ,( ) ;
pereh22=zeros ([8, (kolvolet+1l) *dlinagoda+l]) ;
pereh23=zeros ([8, (kolvolet+1l) *dlinagoda+l]) ;
NN23summaz=zeros ([8, (kolvolet+1l) *dlinagoda+1]) ;
LTESTll=zeros ([5, (kolvolet+1l) *dlinagoda+1]) ;
LTEST12=zeros ([5, (kolvolet+l) *dlinagoda+1]);
LTEST21=zeros ([8, (kolvolet+l) *dlinagoda+1]) ;
LTEST22=zeros ([8, (kolvolet+l) *dlinagoda+1]);
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LTEST23=zeros ([8, (kolvolet+1l) *dlinagoda+1]) ;

N21l=zeros ([8, (kolvolet+l) *dlinagoda+l]) ;
N22=zeros ([8, (kolvolet+l) *dlinagoda+l]) ;
N23=zeros ([8, (kolvolet+l) *dlinagoda+l]) ;
N24=zeros ([8, (kolvolet+l) *dlinagoda+l]) ;

taul=2; Smay
tau2=5;%iyun'

Wcrll=0.1;
Wcrl2=2.5;
Wcr21=0.1;
Wcr23=40;

’ 4

Wllsr=zeros ([5, (kolvolet+l)*dlinagoda+1l])

Wl2sr=zeros ([5, (kolvolet+l) *dlinagoda+l]) ;

W2lsr=zeros ([8, (kolvolet+l) *dlinagoda+l]) ;
([8, ( ) 1)
([8, ( ) 1)

14

W22sr=zeros kolvolet+1l) *dlinagoda+l
W23sr=zeros kolvolet+1) *dlinagoda+l

14

’ 14

Czlll=le+13*Squar;
Czl1l21=2.7e+l12*Squar;
Cz212=2e+12*Squar;
Cz222=1le+l2*Squar;
Cl123=150*Squar;
Cl1223=500*Squar;

@)

<

CM11lzl= 3800000*Squar;
CM12z2= 380000*Squar;
CM21z1l= 4000000*Squar;
CM22z2= 400000*Squar;

CM1123=5000*Squar;
CM1223=5000*Squar;

N11(:,1) = [O;
1000.4471366279368;
5.15428298349757e-06;
2.28399102138692e-12;
1.45803139728136e-18];

N11(:,1) = N11(:,1).*Squar;
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N11(2,1) =N11(2,1)+1;

N12(:,1) = [0O;
1027.25974772292;
300.4069226710543;
0.160795095199921;
0.001141438506751927;

N12(:,1) = N12(:,1).*Squar;

[e]

o

o

N13(:,1) = [0O;
10.76276455960135e-24;
59.1679310563136;
57.4975885301302;
©1.3908259439486] ;

N13(:,1) = N13(:,1).*Squar;

N21(:,1) = [O;
117.020732121343;
0.0266870124316249;
5.28583041450776e-06;
9.30629076233762e-10;
0;

0;

0];

N21(:,1) = N21(:,1).*Squar;

N22 (:,1) = [0O;
234.637914622297;
9.64624055079225;
0.117288646542412;
0.00126074961832383;
0;

0;

017

N22(:,1) = N22(:,1) .*Squar;

@)

o

N23(:,1) = [0;
5.03782238930170e-08;
23.5631797974162;
2.93584154048315;
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2.111075471750116;
0;

0;
01,

N23(:,1) = N23(:,1).*Squar;

N24(:,1) = [0O;
0;
2.67895141536583e-29;
2.95507123201394;
3.70362948227324;
4

4

3;
4]
N24(:,1) = N24(:,1).*Squar;

Zz1(1,1) = 13067519422328.8*Squar;

22 (:,1) = [1960121491031.07;
980027307353.230;
489987581056.1991];

22 (:,1) = 22(:,1)*Squar;

Wllsr(:,1) = [0O;
0.0805750111844051;
0.0805751164603227;
0.0805751164603229;
0.0805751164603228];

Wl2sr(:,1) = [0O;
0.737943683755884;
1.84340365494457;
1.84551621343262;
1.84551623980058];

W2lsr(:,1) = [0;
.0649550792410245;
.0650010016786265;
.0650010016802350;

0
0
0
0.0650010016802350;
0
0

.
4

.
14
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01,

W22sr(:,1) = [0;
0.298271483164351;
0.632394478436987;
0.632932443034002;
0.632941004760219;
0;

0;

0];

W23sr(:,1) = [0O;
1.01573827357250;
7.18864308321073;
21.7213180916150;
22.5895454771816;
0;

0;
0];

name = 'fish44Integer2';

N1l=fix
N12=fix (N12
N13=fix (N13);

(N11)
( )
( )
N21=fix (N21) ;
( )
( )
( )

.
4
.
4

’

N22=fix (N22

N23=fix (N23

N24=fix (N24
t=0;

7

’

pereh23=zeros
pereh22=zeros
pereh?2l=zeros
perehll=zeros
perehl2=zeros
Lll=zeros (5,1
Ll12=zeros(
L21=zeros(
L22=zeros (
L23=zeros (

(

(

(

(

8,kolvolet*dlinagoda) ;

8,kolvolet*dlinagoda) ;

8,kolvolet*dlinagoda) ;
)
)

14

5,kolvolet*dlinagoda
5,kolvolet*dlinagoda

14

o~ o~ o~ o~ —~

fl2=zeros
fl3=zeros
f22=zeros
f23=zeros
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f24=zeros (8,1);

for n=0:kolvolet

for tt=1l:dlinagoda-1

t=t+1;
r0l(1l,t)=r0;
Fmmm e ——— — ZOOPLANKTON-—-=-—-—-==="—"==——=——————
21 (1,t+1)=r0*sum(Z2(1:3,t))*(1-
sum(z2 (1:3,t))/Zmax) ;
72(1,t+1)=22(1,t)-M2*22(1,t) -
M212*sum (N12 (:,t)) *Z2 (1 )/(C2212+ZZ(1 t)) -
M222*sum (N22 (:,t))*z22(1,t)/ (Cz2224+Z2(1,t)) ;
22 (2,t+1)=22(2,t) MZ*ZZ( t) -
M212*sum (N12 (:,t)) *22 (2 )/(Cz212+22(2 t)) -
M222*sum (N22 (:,t))*22(2,t)/ (Cz2224+722(2,t)) ;
22 (2:3,t+1)=22(1:2, t+1),
22 (1,t+1)=21(1,t) Ml*Zl(l,t)—
M111*sum (N11(:,t))*Z1( )/ (Cz1114+Z21(1,t)) -
M121*sum (N21 (:,t)) *Z1 ( )/ (Cz1214+Z21(1,t));
71(1,t+1)=Fix (21 (1,t+1))
22 (:,t+1l)=£fix (22 (:,t+1))
gm———————————————— FISH N1l--—————————————————— ———

for 1i=1:5

Wllsr (ii,t+1)
M11z1+MMz1*Z21(1,t));
N11(ii,t+1)
F1123*sum(N23(:,
N11(ii,t+1)

sigmall =

[£f12(ii,1)
(Wllsr (ii, t+1)
perehll (ii, t)
N11(ii,t+1)
if NI11(ii,t+1)~=0
Wllsr (ii,t+1)

else

=N11(i1,t)
t))*N11(ii,t)/(CL123+N11(ii,t));
=fix(N11(ii,t+1));

,Wllsr (ii, t+1)
,Sigmall,Wcrl11,0.0001,Wcrl2,N11 (ii,t+1));
=L11(ii,1);

=N11(ii,t+1)

=Wllsr(ii,t)+bettall*Mml11*MMz1*21(1,t)/(C

-F11*N11(11,t)-

VI11*Wllsr (ii,t+1);

,L11(ii,1)]=erfforfishd44Integer

-L11(ii,1);

=Wllsr(ii,t+1)/N11(ii,t+1);
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Wllsr (ii,t+1)=0;

for i1ii=1:5

Wl2sr(ii,t+1)=W1l2sr(ii, t)+tbettal2*Mml21*MMz2*sum(z2 (1:3
,t))/ (CM12z2+MMz2*sum (Z2 (1:3,t))) ;
N12 (ii,t+1)=N12(ii,t)-F12*N12(ii,t)-
F1223*sum(N23 (:,t))*N12(ii,t)/(C1l223+N12 (1i,t));
N12 (ii,t+1)=fix(N12 (ii,t+1));
sigmal2 = VI12*Wl2sr (ii, t+1);

[£f13(1i,1),Wl2sr(1i,t+1),L12(1i,1)]l=erfforfish44Integer
(Wl2sr(ii,t+l),sigmal2,Wcrl2,Wcrll,Inf,N12(1i1i,t+1));
N12 (ii,t+1)=N12(ii,t+1)-L12(ii,1)+L11(idi,1);
perehl?2 (1ii,t)=L12(11,1);
if N12(ii, t+1)~=0

Wl2sr (ii,t+1)=(Wl2sr (ii,t+1)+£f12(ii, 1)) /N12(ii,t+1);

else
Wl2sr (ii, t+1)=0;
end
end
Fm———————————— FISH Nl13-——————————————————— ——
N13(:,t+1) = (N13(:,t)+L12(:,1));

N13(:,t+1)=fix (N13(:,t+1));

S mm FISH N2l-—-———————————————
for 1i=1:8

W21lsr(ii,t+1)=W21lsr (ii,t)+betta2l*Mm212*MMz1*7Z1(1,t)/ (C
M21z14+MMz1*Z21(1,t));
N21 (ii,t+1)=N21(ii,t)-F21*N21(ii,t);
N21 (ii,t+1)=fix(N21 (idi,t+1));
sigma2l = V21*W2lsr(ii,t+1);

[f22(ii,1),W21sr(ii,t+1),L21(ii,1) l=erfforfish44Integer
(W2lsr(ii,t+1),sigma2l,Wcr21,0.0001,Wcr22,N21 (ii,t+1));
N21 (ii,t+1)=N21(ii,t+1)-L21(ii,1);
pereh2l (1ii,t)=L21(1i1,1);
if N21(ii,t+1)~=0
W21lsr (ii,t+1)=W21lsr(ii,t+1)/N21(ii,t+1);
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else

W21lsr (ii,t+1)=0;
end

W22sr (ii, t+1)=W22sr (ii, t)+bettal22*Mm222*MMz2*sum(Z2 (1:3
,t))/ (CM22z2+MMz2*sum (Z2 (1:3,t))) ;
N22 (11, t+1)=N22 (ii,t)-F22*N22 (ii, t);
N22 (1ii,t+1)=fix (N22 (ii, t+1));
sigmaz22 = V22*W22sr (ii, t+1);

[f23(ii,1),W22sr(ii,t+1),L22(ii,1) ]=erfforfish44Integer
(W22sxr (1ii,t+l),sigma22,Wcr22,Wcr2l,Wcr23,N22 (11,t+1));
N22 (ii,t+1)=N22(1ii,t+1)-L22(ii,1)+L21(ii,1);
pereh22 (1ii,t)=L22(11,1);
if N22(ii, t+1)~=0

W22sr (1ii,t+1)=(W22sr (ii,t+1)+£22(ii, 1)) /N22(ii,t+1);

else
W22sr (ii, t+1)=0;
end
end
Fmmm———————————— FISH N23—-——=—===———————————— — — — —
for 1i=1:8

W23sr (ii, t+1)=W23sr (ii, t)+betta23*Mm3* (sum(Wllsr(:,t).*
N11(:,t))./(CM1123+sum(Wllsr(:,t).*N11(:,t)))+sum(Wl2sr
(:,t) .*N12(:,t)) ./ (CM1223+sum (Wl2sr(:,t). *N12( t))))
N23 (ii,t+1)=N23(ii,t)-F23*N23(ii,t);
N23(ii,t+1)=fix (N23(ii,t+1));
sigmaz23 = V23*W23sr(ii,t+l);

14

[f24(1ii,1) ,W23sr(ii,t+1),L23(1ii,1) ]l=erfforfish44Integer
(W23sr (ii,t+l),sigma23,Wcr23,Wcr22,Inf,N23(ii,t+l))
N23 (1i,t+1)=N23(ii,t+1)-L23(ii,1)+L22(ii,1);
pereh23 (ii, t)=L23(ii,1);
if N23(ii, t+1)~=0

W23sr(ii,t+l)=(W23sr (1i,t+1)+£f23(11,1))/N23(1ii,t+1);
else
W23sr (ii, t+1)=0;
end
end
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R e e et FISH N24-—————————————m oo

N24 (:,t+1) = (N24(:,t)+L23(:,1));
N24 (:,t+1)=fix (N24 (:,t+1));
Y- FISH Nll----——————————————

if (t==n*dlinagodattaul)
YoungTemp = pl*sum(N13(4:5,t));
YoungTemp=fix (YoungTemp) ;
N11(1l,t+1)=(N11(1,t)+YoungTemp)
if N11(1,t+1)~=0
Wllsr(l,t+1l) =
(Wllsr(1,t)*N11(1,t)+YoungTemp*0.0001)/(N11(1l,t)+YoungT
emp) ;
else
Wllsr(1l,t+1) =0;
end

R FISH N2]1l-—-—=-===———————————
if (t==n*dlinagodattau?)
YoungTemp=p2*sum (N24 (5:8,t));
YoungTemp=£fix (YoungTemp) ;
N21(1,t+1)=(N21(1,t)+YoungTemp) ;
if N21(1,t+1)~=0
W21lsr(l,t+1l) =
(W21sr (1,t)*N21(1,t)+YoungTemp*0.0001)/(N21(1,t)+YoungT
emp) ;
else
W21lsr(1,t+1) = 0;
end
end
end

§ - ZOOPLANKTON-———-—————————————
21 (1,t+1l)=rO0*sum (22 (1:3,t))*(1-
sum(z2 (1:3,t))/Zmax) ;

72 (1,t+1)=22(1,t)-M2*22(1,t) -
M212*sum(N12 L, 1)) %72 1 t)/ (Cz212+47Z2(1,t))
M222*sum(N22(. £))*Z2(1,t)/(Cz222+22 (1,t)) ;

72 (2,t+1)=22(2,t)-M2*2Z2 (2, t) -
M212*sum(N12( ,t)) %72 (2 t)/ (Cz212+47Z2(2,t))
M222*sum (N22 (:,t)) *22(2,t)/ (Cz222+22(2,t)) ;

22(2:3,t+1)=22(1:2,t+1);
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22 (1,t+1)=21(1,t)-M1*Z1(1,t)

M111*sum (N11(:,t))*21(1,t)/(Cz111+21(1,t))-
M121*sum(N21(:,t))*Z21(1,t)/(Cz121+Z21(1,t));
G PEREHOD V SL GOD-———-—=-—————=————-

o\°

o\°

o\°

Wllsr(2:5,t+1)
Wllsr(1l,t+1) =

Wl2sr (2:5,t+1)
Wl2sr (1,t+1l) =

W21lsr (2:8,t+1)
W2lsr(1l,t+1) =

W22sr (2:8,t+1)
W22sr(1,t+1l) =

W23sr (2:8,t+1)
W23sr(1,t+1l) =

N13(2:5,t+1)

N12(2:5,t+1)

N11(2:5,t+1)

=KW11*Wllsr(1l:4,t);
07

=KW12*Wl12sr(1l:4,t);

0;

=KW21*W21sr(1:7,t);

0;

=KW22*W22sr(1:7,t);

0;

=KW23*W23sr (1:7,t);

0;

(KNI3*N13(1:4,t));
N13(1,t+1) = 0O;

(KN12*N12(1:4,t));
N12(1,t+1) = O;

(KN11*N11(1:4,t));
N11(1,t+1) = O;

N24 (2:8,t+1)=(KN24*N24 (1:7,t));
N24 (1,t+1)=0;

N23(2:8,t+1)=(KN23*N23 (1
N23(1,t+1)=0;

N22(2:8,t+1)=(KN22*N22(1:7,t));
N22 (1,t+1)=0;

N21(2:8,t+1)
N21(1,t+1)=0;

(KN21*N21(1:7,t));

N13(2:5,t+1)=fix(N13(2:5,t+1));%
N12(2:5,t+1)=fix(N12(2:5,t+1l));%
N11(2:5,t+1)=fix(N11(2:5,t+1l));%
N24 (2:8,t+1)=fix(N24(2:8,t+1));%



end

N23(2:8,t+1)=
N22(2:8,t+1)=
N21(2:8,t+1)=
z1(1,t+1)

22 (:,t+1)

Stime=1;%250;
Ttime=
Step = 1,;%25;

Sclf;
NNN21= sum (N21 (
NNN22= sum (N22 (
NNN23= sum (N23 (
NNN24= sum (N24 (
NNN1l= sum(N11(1:
NNN12= sum(N12 (1:
NNN13= sum(N13(1l:
222 = sum(z2(1:3,
ttt=0;

=fix
=fix

1
1:
1
1

O 00 0O O
~

~

fix (N23(2:8,t+1));%
fix(N22(2:8,t+1));%
le(NZl(Z 8,t+1));%
(Z1(1,t+1))
(22 (:,t+1))

(kolvolet+1) *dlinagoda;

:Step:
:Step:
:Step:
:Step:

~

~
e

:Step:
:Step:
:Step:

~

NGNS
~
e

~

1:Step:Ttime)) ;

for iiii=Stime:dlinagoda:Ttime-dlinagoda

end

ttt=ttt+1;

NNNN21

(1, ttt
NNNN22 (
(
(

)
1,ttt)
)
)

NNNN2 3
NNNNZ 4

1,ttt
1,ttt

NNNN11 (1,ttt)

22722 (1,ttt)
2271 (1, ttt)

mean
mean
mean
mean

=mean (NNN11 (1,iiii:
NNNN12 (1, ttt)=mean (NNN12 (1,iiii:
NNNN13 (1, ttt)=mean (NNN13(1l,iiii:

NNN21
NNN22
NNN2 3
NNN24

1,1ii1i:

( iiii+dlinagoda-1
(1,iidii:
(

(

iiii+dlinagoda-1
iiii+dlinagoda-1
iiii+dlinagoda-1

.
14

1,1iii1:
1,1ii1:

.
’

))
)) s
))
))
iiii+dlinagoda-1));

iiii+dlinagoda-1));
iiii+dlinagoda-1));

= mean(2Z2(l,iiii:iiii+dlinagoda-1));
mean (Z1(1l,iiii:iiii+dlinagoda-1));
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figure (1) ;

subplot(4,1,1); plot (NNNN21,'r'");
title('N2Integer');
subplot(4,1,2); plot (NNNN22, 'r
subplot(4,1,3); plot (NNNN23,'r'");
subplot(4,1,4); plot (NNNN24, 'r

—_~ o~

figure (2);

subplot(3,1,1); plot (NNNN11, 'r");
title('NlInteger');

subplot(3,1,2); plot (NNNN12,''
subplot(3,1,3); plot (NNNN13,'

figure (3);

subplot(2,1,1); plot(Zzzl,'r");
title('ZInteger');
subplot(2,1,2); plot(zzz2,'r");

locname = sprintf ('%sr0=%sWcr22=%s', name,
int2str(r0*10), int2str (Wcr22*10));

save (locname) ;

end

end
Endtime = datestr (now, 'HH:MM:SS AM'") ;
disp (Endtime) ;

function
[f,fdo,L]l=erfforfish44Integer (Wsrednee, sigma,Wcr,Wcrdo,
Wcrposle, N)

1=0.5* (1+erf ((Wcrposle-Wsrednee) /sgrt (2*sigma~2))) -
0.5* (1+erf ((Wcrdo-Wsrednee) /sqgrt (2*sigma”2))) ;

if 1>0

L=(0.5*(1+erf ((Wcrposle-
Wsrednee) /sgrt (2*sigma”2)))-0.5* (1+erf ( (Wcr-
Wsrednee) /sqgrt (2*sigma”2)))) *N/1;

xX=Wcr;
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fl=-sigma*exp (- (x-
Wsrednee) "2/ (2*sigma”2)) /sqrt (2*pi) +Wsrednee*0.5%erf ( (x

-Wsrednee) / (sigma*sqgrt (2)));

x=Wcrposle;

f2=-sigma*exp (- (x-
Wsrednee) "2/ (2*sigma”2)) /sqrt (2*pi) +Wsrednee*0.5%erf ( (x
-Wsrednee) / (sigma*sqgrt (2))) ;

x=Wcrdo;

f3=-sigma*exp (- (x-
Wsrednee) "2/ (2*sigma”™2)) /sqgrt (2*pi) +Wsrednee*0.5*erf ( (x
-Wsrednee) / (sigma*sqgrt (2))) ;

fdo=(f1-£3)*N/1;
f=(£2-£f1)*N/1;
ffix=(L-fix (L)) *Wcr;
fdo=(f1-£3) *N/1+ffix;
f=(£2-£f1)*N/1-ffix;

else

end
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budypkaunonnbie nuarpammsol 1 moaedei (89)-(94) 8 MatLab:

clear all

n=10000;

y0=750;

K=1000;

c=1;

diapr=1.9:0.001:2.72;%for (93)-(94) Sfor (89)-(90)
2:0.02:30%for (91)-(92) 1.8:0.0001:3

m=size (diapr,2);

y = zeros (m,n);
y(:,1) = vy0;
t1=0;
for r=diapr;
tl=tl+1;

for t=1:n-1

S yv(tl,t+1) =(r*y(tl,t)*(1-y(tl,t)/K)+y(tl,t));% (89)
S yv(tl,t+l) =fix(r*y(tl,t)*(l-y(tl,t)/K)+y(tl,t)) ;% (90)
$ y(tl,t+l) = (r*y(tl,t)*exp(-c*y(tl,t)/K));%(91)
$ yv(tl,t+l) = fix(r*y(tl,t)*exp(-c*y(tl,t)/K));%(92)
y(tl,t+1) =(y(tl,t)-r*y(tl,t)*log(y(tl, t)/K)) % (93)
Sy (tl,t+l) =fix(y(tl,t)-r*y(tl,t)*log(y(tl,t)/K));%(94)
end
end

plot (diapr,y(:,4000:9000),".k", "MarkerSize',1);
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Peasm3anuss YuCJIEHHOI0 peKYpPpPEeHTHOro0 anajau3a B MatLab:

clear all
Starttime = datestr (now, 'HH:MM:SS AM'") ;

disp(Starttime);

load ('Lmin') ;

epsilon=[0.05, 0.09, 0.04, 0.09;
0.05, 0.06, 0.02, 0.07;
0.09, 0.06, 0.02, 0.02;
0.08, 0.08, 0.05, 0.1;71;
Sl=zeros(1l6,1);
S2=zeros (16,1);
lyambdal=zeros (16,1);
lyambda2=zeros (16,1);
proc=zeros (16,16) ;
ttl111=0;

for §Jj1=4%:2:4%1:4
clear data
clear filename

if j31==1
filename='72002chisl’';
elseif jjl==
filename="'2002biomassa’';
elseif jjl==
filename="FITO2kletki';
elseif jjl==
filename='"'FITOZ2biomassa’';
end

load (filename) ;
for jj2=1:4
ep=epsilon(3jj2,3jl);

clear x1
x1l=data(:,332)"';
u=x1;

h=1;%Lmin (jJ2,331);
p=1;

[U,N1]=Uform(p,h,u);
delta=Udelta (U,N1,p)

K21l=zeros (size(ep,2),N1);
K22=zeros (size(ep,2),N1);
t1=0;
for epsl =ep%

tl=tl1+1;

Tpr=zeros (1l,size(data,?2));
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D2=D2form(delta,epsl,Nl);

pPlotREC;
D2=D4form(delta,epsl,N1l,p,h);
proc (332,331)=2*sum (sum(D2)) /N1"2;

P=zeros (size (ep,2),N1);
P=Pform(N1,D2,P,tl);
Sl1=Sslform(sl,1, (3Jj1-1)*4+332,N1,P,h,p,epsl,tl, Tpr);
K21=K21lform(D2,N1,tl,K21);
for t22=1:size (P, 2)
P2=zeros (1,N1);
for t21=t22:size (P, 2)
if t21>=t22
P2 (1,t21)=
else P2(1,t21)
end
end
K22 (tl,t22)=-1log((sum(P2(1,1:N1-
1)*2)+P2(1,N1))/N1"2);
end
end
end
locname = sprintf('%s 771=%s p=%s', filename,
int2str(3jl), int2str(p)):;
save (locname) ;
end
Endtime = datestr (now, 'HH:MM:SS AM'") ;
disp (Endtime) ;

P(tl,t21)*(t21-t22+1);

PlotREC

RecData?2 = zeros (2, N1);
K=1;
for i = 1:N1
for j = 1:N1
if (D2(i,3) == 1)

RecData2z2 (1,K) = 1i;
Recbhata2 (2,K) = 7j;
K=K+1;

end %7
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ttlll=ttl111+1;

if ttlll>2
yp=0.05;

else yp=0.52;

end

if ttlll==1]||ttlll==
xp=0.1;

elseif ttlll==2]||ttlll==
xp=0.55;

elseif ttlll==3]||ttlll==
xp=0.55;

elseif ttlll==4]|ttlll==
xp=0.55;

end

subplot ('Position', [xp yp 0.4 0.4]);
plot (Rechata2 (1, :),Recbhata2(2,:),"'.k");
axis ([0 N1 O N17);

if j3j2==

namel="'Hapour Majyem mjiec';%s'a '
elseif jj2==

namel="'Hapour Bojapwom mjec';%s'b '
elseif jj2==

namel="'MacTtpo';3'c '
elseif jj2==

namel="'BaTopuuo';3'd '
end

name=filename;
spl=sprintf('ss ', namel);
title(spl);

function [U,N1]=Uform(p,h,u)
g=(p-1) *h;
J=0;
Ul=zeros(size(u,2)-g9,p):
for t=g+l:size(u,?2);

j=3+1;
Ul(j,1l:p)=u(l,t:-h:t-qg);

end

N1 = length(Ul(:,1));

for i=1:N1

220



for j=l:p
if Ul(i,3)==-1
for jjj=1l:p
Ul(irjjj):NaN;

end
end
end
end
U=U1;
N1 = length(U(:,1));
for i=1:N1
for j=l:p
U(i,j)=U(i,j)/max(u);
end
end

end

function delta=Udelta (U,N1,p)
delta = zeros (N1,N1);
for 1 = 1:N1
for j = 1:N1
delta(i,j)=sqgrt(sum((U(i,1:p)-U(3,1:p))."2));
end;
end;
end

function D2=D2form(delta,epsl,N1)
D2=zeros (N1,N1) ;
for 1 = 1:N1
for j = 1:N1
if delta(i,j) < epsl

D2(i,3) = 1;
else
D2(i,3) = 0;
end;
end;
end;
for 1 = 1:N1
D2(i,1) = 1;
end

end

function D2=D4form(delta,epsl,N1l,p,h)
D2=zeros (N1,N1) ;
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for i = 1:N1
for 7 = i+ (p-1)*h+1:N1
if delta(i,j) <= epsl
D2(i,3) = 1;
else
D2(i,3) = 05
end;
end;
end;
end

function P=Pform(N1l,D2,P,tl)

PP=1;

for konst=0:N1
i=1;
1=0;

while i<=Nl-konst

Jj=it+konst;

PP=PP*D2 (i, ) ;

if PP==1&&i==Nl-konst
1=1+1;
P(tl,l)=P(tl,1)+1;

end

if PP==1;
i=i+1;
1=1+1;

else
i=i+1;
if 1>0

P(tl,1l)=P(tl,1)+1;

end
PP=1;
1=0;

end

end
end
end

function S1=Sl1form(S1,3j11,tt,N1,P,h,p,epsl,tl, Tpr)

Tpr (tt,j11)=0;
if h>2

x=h;
else x=2;
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end
for t=x:N1-1
Tpr (tt,J11)=Tpr (tt,JjJ11)+t*P(tl,t);
end
Tpr (tt,jl11l)=Tpr(tt,Jjl11l)/sum(P(tl,x:N1-1));
S1(tt,1)=p;
tt,2)=h;
, (E1-1) *2+3)=Tpr (tt,j11);

S1 (
S1 (
S1(tt, (tl-1)*2+4)=epsl;

tt
tt
end

function K21=K2lform(D2,N1,tl,K21) 3K2
for t22=1:N1
for tttt=1:N1-t22+1
for ssss=1:N1-t22+1
Proizv=1;
for kkkk=0:t22-1

Proizv=Proizv*D2 (tttt+kkkk, ssss+kkkk) ;
end
K21 (tl,t22)=K21(tl,t22)+Proizv;
end
end
K21 (tl,t22)=-1log (K21 (tl,t22)*2/N1"2);
end
end

ILmin=zeros(4,4);
for j3jl=2%:4
for Jj2=2%:2%:2
sumu=0;
1111=0;
for il=l:size(u, 2)
if u(l,il)~=-1
sumu=sumu+u (1, 1i1);
1i11=11i11+1;
end
end
usr=sumu/1il1l;
f=zeros(size (u));
for il=l:size(u, 2)
if u(l,il)~=-1
f(l,il)=u(l,il)-usr;
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else f£(1,il)=NaN;

end
end
R=zeros (1, 300);
Rl=zeros (1,300);
R2=zeros (1, 300)
eps=0.1;
Rll=zeros (300,size(u,2)-1);
for k=1:300

14

for t=l:size(u,2)-k

if isnan(f(1,t))==0&&isnan(f (1, t+k))==

R1(1,k)=R1(1,k)+£(1,t+k)*f£(1,t);
R11(k,t)=f(1,t+k)*f(1,t);3R1(1,k)+
R2(1,k)=R2(1,k)+£(1,t)"2;

end

end

R(1,k)=R1(1,k)/R2(1,k);
end
figure;
plot(abs(R),"'.");
hold on;
plot (1:300,eps, '.k");
k=1;
while k<=300
if abs (R (1, k))<eps
Imin(332,331)=k;

k=1000;
else k=k+1;
end
end
end
end
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