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[peioxxeHa TPEXKOMIIOHEHTHAsI MOJENb INIAHKTOHHOTO COOOIIECTBa C JHCKPETHBIM BpeMeHeM. CooOImecTBo mpen-
CTaBJICHO 300IUIAHKTOHOM M JIByMsI KOHKYPHPYIOIIHUMH 3a PECypchl BHIaMHU (PUTOIUIAHKTOHA: TOKCHYHBIM U HETOKCHYHBIM.
Monenb ABYX CBA3aHHBIX ypaBHEHHH Pukepa, opreHTHpOBaHHAs Ha OMHCAHWE IWHAMHKH KOHKYPEHTHOTO COOOIIECTBA, MC-
HOJIB3YETCsI ISl ONMCAHUSI B3aUMOJICHCTBHUS JIByX BUJIOB (PUTOIUIAHKTOHA ¥ IIO3BOJISIET HESIBHO YYUTHIBATh ONPaHUUCHUE POCTA
OHMOMAaCChI KayKI0TO N3 BHIOB-KOHKYPEHTOB JOCTYIIHOCTBIO BHEIIHHX pecypcoB. M3bsaTHE (QUTOINIAHKTOHA 3a CYET MHTAHUS
300IUIAHKTOHOM OINHKCHIBaeTCs Tpodudeckort ¢gynkuuerdr Xommuara I Tuma ¢ yderoM HachlmieHusi XxumHuka. CIocoOHOCTH
(DUTOIUIAHKTOHA 3AIIUINATHCS OT XUITHUYCCTBA U M30MPATEIFHOCT IINTAHUS XUIHUKA YUTCHBI B BUJIC OTPaHUYCHHMS IT0Tped-
JICHUS: 300IIAHKTOH MHUTAETCS TOJBKO HETOKCHYHBIM (DHTOIIAHKTOHOM.

AHanu3 clieHapHeB Nepexofa OT CTAIMOHAPHOW JUHAMUKH K KOJIEOAHHMSAM YHCISHHOCTH COOOIIECTBAa MOKA3al, YTO
HOTepsl YCTOHYMBOCTH HETPUBHAIBHOTO PABHOBECHUS, COOTBETCTBYIOIIETO COCYIIECTBOBAHMIO JBYX BUJIOB (PUTOILIAHKTOHA
U 300IUIAaHKTOHA, MOXKET IIPOMCXOANTH depe3 Kacka] Oudypkanuii yaBoeHus mepuona, Takke Bo3HHKaeT Oudypkanums Heii-
mapka — Cakepa, BeAymias K BO3HHKHOBEHHIO KBa3HUIEPHOAMYECKUX KoieOaHWi. Bapmanust BHYTPHIOMYISIIMOHHBIX Mapa-
METpOB (UTO- WM 300IUIAHKTOHA MOXET IPUBOJNUTH K BBIPAXKEHHBIM M3MEHCHUSIM JIMHAMUYECKOTO PEXXMMa B COOOIIECTBE:
PE3KHM IepexoiaM OT PEry/IIpHON K KBa3UIEPHOJUIECKOH AMHAMHKE W Jjajiee K TOYHBIM IIMKJIAM ¢ HEOOJIBIIUM IEepHOIOM
WM JaXKe CTAIOHApHOH AMHAaMuKe. B 00macTsax MynbTHCTAOMIBHOCTH BO3MOXHA KapAWHANIbHAs CMEHA KaK JHHAMHYECKO-
IO peKMMa, TaK M COCTaBa COOOIIECTBA 3a CUET M3MEHEHUs HAYaJbHBIX YCIOBUH WM )K€ TEKYIIEro cocTaBa cOOOIEeCTBa.
[pennokeHHass B JaHHOW paboTe TPEXKOMIIOHEHTHAsh MOZENb JHHAMHKH COOOIIECTBA C JUCKPETHBIM BPEMEHEM, SIBIISISICH
JOCTATOYHO MPOCTOH, MO3BOJISET MOMYYUTh aeKBATHYIO IMHAMHKY B3aWMOJECHCTBYIONINX BUAOB: BOSHUKAIOT JHHAMHUECKHE
PEXHMBI, OTPaKAIOIINEe OCHOBHBIC CBOMCTBA IKCIIEPUMEHTAIBHON qUHAMUKH. Tak, HaOmonaeTcs AMHaMHUKa XapaKkTepHast U1
MOJIENTH «XMIIHUK—KEPTBa» 0e3 ydeTa JBONIOIMH — C OTCTAaBaHHEM JIMHAMHKH XUIIHUKA OT XXEPTBHI NPUMEPHO HA UeT-
BepTh mepuoza. PaccMoTpeHHe TeHeTHYecKOW HEOTHOPOAHOCTH (DUTOIUIAHKTOHA, JaKe B CIIydae BBHIJETICHHS BCETO JBYX
TEHETHYECKN PA3JIMYHBIX (POPM: TOKCHYHOTO W HETOKCHYHOTIO, ITO3BOJISET HAOIIONATh B MOAENIN KaK JUIMHHOIIEPUOIMYECKUE
HNpOTHBO(A3HBIC IIMKIIBI XUITHUKA U )KEPTBBI, TAK U CKPBITHIC IUKIIBI, TP KOTOPBIX IUIOTHOCTH YUCIEHHOCTH XKEPTB OCTACTCS
MPaKTHYECKN MOCTOSHHON, a TIIOTHOCTh YHCICHHOCTH XUIHUKOB KOJIEOIeTCs, JEMOHCTPUPYSI BIHAHIE OBICTPOI 3BOIOLHY,
MacKHpyIoel Tpohuueckoe B3aUMO/ICHCTBHE BHIOB.
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We propose a three-component discrete-time model of the phytoplankton-zooplankton community, in which toxic and
non-toxic species of phytoplankton compete for resources. The use of the Holling functional response of type II allows us
to describe an interaction between zooplankton and phytoplankton. With the Ricker competition model, we describe the
restriction of phytoplankton biomass growth by the availability of external resources (mineral nutrition, oxygen, light, etc.).
Many phytoplankton species, including diatom algae, are known not to release toxins if they are not damaged. Zooplankton
pressure on phytoplankton decreases in the presence of toxic substances. For example, Copepods are selective in their food
choices and avoid consuming toxin-producing phytoplankton. Therefore, in our model, zooplankton (predator) consumes only
non-toxic phytoplankton species being prey, and toxic species phytoplankton only competes with non-toxic for resources.

We study analytically and numerically the proposed model. Dynamic mode maps allow us to investigate stability
domains of fixed points, bifurcations, and the evolution of the community. Stability loss of fixed points is shown to occur
only through a cascade of period-doubling bifurcations. The Neimark — Sacker scenario leading to the appearance of quasi-
periodic oscillations is found to realize as well. Changes in intrapopulation parameters of phytoplankton or zooplankton can
lead to abrupt transitions from regular to quasi-periodic dynamics (according to the Neimark — Sacker scenario) and further
to cycles with a short period or even stationary dynamics. In the multistability areas, an initial condition variation with the
unchanged values of all model parameters can shift the current dynamic mode or/and community composition.

The proposed discrete-time model of community is quite simple and reveals dynamics of interacting species that
coincide with features of experimental dynamics. In particular, the system shows behavior like in prey-predator models
without evolution: the predator fluctuations lag behind those of prey by about a quarter of the period. Considering the
phytoplankton genetic heterogeneity, in the simplest case of two genetically different forms: toxic and non-toxic ones, allows
the model to demonstrate both long-period antiphase oscillations of predator and prey and cryptic cycles. During the cryptic
cycle, the prey density remains almost constant with fluctuating predators, which corresponds to the influence of rapid
evolution masking the trophic interaction.
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BBenenue

[11aHKTOH COCTaBIIET OCHOBY MOPCKOH IMHIIEBOM LEIH, MOAIEPKUBASI KU3Hb OT OECIO3BOHOY-
HBIX U PaKOOOpa3HBIX JI0 PbIO M KPYIMHBIX MOPCKHUX MJIEKOIHUTAIONIMX; ITPH ATOM (UTOILUIAHKTOH obec-
nednBaeT 0oJiee TOJIOBUHEI TOTPEOHOCTEH MUpPA B KUCIOPOIE U MOMIOIIACT MOJIOBUHY YIIEKUCIIOTO Ta-
3a, TOTEHITHAIBHO CIVIAKMBAsi OJHY M3 NMPHYHH m1obainpHoro moteruienus [Chakraborty, Feudel, 2014].
ITonumanne AMHAMHUKHN TUTAHKTOHHBIX COOOIIECTB KpaifHe Ba)KHO ISl MPOTHO3a PHLIOHOTO MPOMBIC-
na [Medvinsky et al., 2015; PycakoB u np., 2016], a Taxxke npeacka3zaHus MOCICACTBHI TIOOATBLHBIX
u3MeHeHui kimuMara [Simo, 2001; Paerl, Huisman, 2008]. ITpsiMbie omieHku Oromacchl (PUTOIIAHKTOHA,
a TaKXKe JIeCATKOB THICSY BUIOB TPABOSJIHOTO 300TUIAHKTOHA, COCTABISIONIMX TUIAHKTOHHOE COOOIIe-
CTBO, TPAJAULIMOHHO CJIOKHBI U MaTepHaJIbHO 3aTpaTHbI (cM., Harpumep, [Flynn, 2005]). B nocnennee
BpeMs B paMKax JaHHOTO HalpaBJIeHUs Bce OOJBIIYI0 TOMYISIPHOCTh MPHOOPETAIOT pacyeThl olle-
HOK OroMacchl (PUTOIJIAHKTOHA MO JIAHHBIM CITyTHUKOBBIX HaOmtoneHuit [AbakymoB u np., 2019; Pak,
Abakumov, 2020; ITak, AbakymoB, Mopo3os, 2021; bepaaukos u ap., 2022]. OTMeTHUM, 9TO UICHTH-
duKaIys ¥ HHTEpIpEeTaIHs 9acTH CIEeKTpa, U3Iy4aeMOi TUIAaHKTOHOM, Ha 0a3e JaHHBIX CITyTHHKOBOTO
MOHHUTOPHHTA OCTAIOTCSl YPE3BBIYANHO CIOKHON 3amaucii (cm., Hampumep, [MBamenko u ap., 2010;
Kaprymmackuit, 2012; Ilam6apoBa, Cténoukun, 3axapkos, 2019; Abakymon, M3pawmibckmii, 2021].
B »TOM KOHTEKCTE TEOpEeTHUIECKOE MOACTUPOBAHUE TUHAMUKY OOWMIIUS IUIAHKTOHA HE TEPSIET CBOCH ak-
TYaJbHOCTH, ITOCKOJIBKY TTO3BOJISIET IOJTyYUTh IPEICTABICHIS O KIFOUEBBIX MEXaHU3MaX U (PU3NYECKIX
MpOIeCcCcax, BIUSIONUMX HA €r0 JMHAMUKY U TOCJCICTBYsI €€ U3MCHEHUS Il OKCAaHOB M aTMOoC(hephl.

Haubonee momyssipHbl B MOAETHMPOBAHUH IIJIAHKTOHHOM AKOCHCTEMBI TPEXKOMIIOHEHTHBIE MOJIe-
mu (Tak HazeBaemble NPZ-momenn), paccMaTpUBaOIINE B3aMMOCBI3aHHYIO TUHAMUKY (DUTOILIAHKTO-
Ha (P), 300I1aHKTOHA (Z) M OCHOBHOTO IMHTATENBHOTO BemiecTBa (V). I[Ipu 3TOM mmonaraercs, 4To pocT
(PUTOIUTAHKTOHA IO aHAJIOTUU C PACTCHUSMHU HPOMCXOUT B mporecce GOTOCUHTE3a U JIMMUTHPYETCS
JIOCTYITHOCTBIO OCHOBHOTO THTATENIFHOTO BEIIECTBA, a 300IUIAHKTOH PAacCMaTpUBAETCs KaK TPaBOSI-
HBIH BHJI, MUTAIOMIMNCS QUTOIUIAHKTOHOM (CcM., Hampumep, 0030opsl [Franks, 2002; bBepanukos u np.,
2022]). He MeHee momysIsIpHBI MOACTH TUHAMHUKA (DUTO- M 300TUIAHKTOHA O3 SIBHOTO PACCMOTPCHHS
MUATATEILHOTO BEIIECTBAa (Tak Ha3biBaeMble Momenu PoseniBeiira—Maxkaprypa) [Montagnes, Fenton,
2012]. 30011aHKTOH, B CBOIO O4YEpPE/lb, IPEJCTABICH KaK TPaBOSAHBIMH, TaK U XUIIHBIMU BUJAMH, YTO
MOXXET YYHUTBHIBATHCS IPU MOACITHPOBAHWU SBHO I HESBHO B BHJIE camonuMuTHpoBaHus [Edwards,
Batchelder, Powell, 2000; Heseposa u np., 2019; I'mpuuera, 2019].

3HAYUTEIbHOC BHUMAHUE HCCIICIOBATENICH HANPABICHO HA MOJCIHPOBAHUE IIBETCHUS (PUTO-
TJTAHKTOHA, BBIPAYKAIOIIETOCS B PE3KOM YBEIMYEHUU €0 OMOMACCHI, MPU 3TOM TOKCHYHOE I[BETCHHUE
HETaTHBHO BJIHSIET HA aKBaKyIbTypy, IPUOPEXKHBIA Typu3M H 3710poBbe denoBeka [Anderson, Kaoru,
White, 2000; Walsh et al., 2001]. Tokcuunoe neficTBue (PUTOIIAHKTOHA MOXKET OTIHYATHCS: OIHU
BUJIBI TTPOIYIUPYIOT TOKCHHBI, KOTOPhIE OTPABISIFOT OPTaHU3MBI, TIOJIABIISAS UX POCT WM MPHUBOJIS K TH-
Oenu; Apyrue BUIBI PE3KO HAPAIIUBAIOT OMOMACCY, YTO MPUBOIUT K KUCIOPOIHOMY TOJNOJAHHIO U THU-
oemu Mmopckux obutareneit [Chattopadhayay, Sarkar, Mandal, 2002]. Hepenxo mist onrcanust adexra
[[BETCHUSI TIPUMEHSIFOTCS YPaBHEHUS C 3ama3jibiBaHueM (cM., Hanpumep, [Saha, Bandyopadhyay, 2009;
Gakkhar, Singa, 2012]). Ammapar peKyppeHTHBIX ypaBHEHUH, IUPOKO HCITOIB3YEMBId TIPH MOICITH-
POBaHUM MOMYJALUI U coodiiecTB (CM., Hanpumep, 063opsl [Ppucman u np., 2019; Opucman u 1p.,
2021]) u Mo3BOJIAIOIINY ONTUCHIBATh () (EKTHI 3arma3nbIBaHus €CTECTBEHHBIM 00pa3oM, B JAaHHOW Mpe-
METHOH 00JIACTH MPAKTUYCCKH HE IPUMCHSIOT.

JluHaMHKY (UTOIUTAHKTOHA YaCTO OMUCHIBAIOT OJHUM WJIM JIByMsI YPaBHEHHUSIMH (B 3aBUCUMOCTH
OT TOTO, PACCMATPUBAIOT JIM €T0 SIBHOEC Pa3J/IeICHUEe HA TOKCUYHBIN U HETOKCUYHBINA BubI). [Tpu mMope-
JIMPOBAHUHU COOOIIECTBA, COCTOSINETO U3 JIByX BHJIOB (XHMIIHUKA W YKEPTBBI), TO €CTh O€3 SIBHOTO pa3-
JienieHus (PUTOTUIAHKTOHA HA TOKCUYHBIN U HETOKCHYHBINA BUJ], TOKCHUECKUE CBOMCTBA (DUTOIIAHKTOHA
9YacTO OINMCHIBAIOT KaK BKJIAJ B (DYyHKIMIO CMEPTHOCTH 300IutaHkToHa [Saha, Bandyopadhyay, 2009;
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Gakkhar, Singa, 2012; Rehim, Wu, Muhammadhaji, 2015; Rehim, Zhang, Muhammadhaji, 2016]. Cun-
TaeTCsl, YTO 300IUIAHKTOH, MOTPeOIisiss OnoMaccy (PUTOIIAHKTOHA, IIOMHMO MUTATEIBbHBIX BEIIECTB JIJIs
CBOETO POCTa, IMOJTy4aeT U TOKCHHBI, KOTOPbIE MOTYT MPUBECTH K ero rubenu. [Ipu sToM Bkiax morpeod-
JICHUSI TOKCUYHOTO (PUTOIUIAHKTOHA B MPOIECCHI POCTA M CMEPTHOCTH 300ILJIAHKTOHA MOICITHPYETCS
C TIOMOIIBIO PA3NIMYHBIX (YHKIUH; HEPENKO pasHHIla MEXIy BKIQJIOM B POXKIAAEMOCTb M CMEpPTHO-
CThIO BBIPAKACTCS TOJBKO B Kod(duineHTax. BBejieHue NOMOIHUTEIHLHOIO YPaBHEHUSI B MOJICNb IS
paszneneHusi GUTOTUIAHKTOHA HA TOKCHYHBIA W HETOKCHYHBIN MTO3BOJISIET YYECTh, YTO HEKOTOPHIE BHIBI
(UTOMIAHKTOHA HE BBIACIAIOT TOKCHHBI, €CIIM OHU He moBpexaeHsl [Pohnert, 2005]. ITpu stom 300-
TUTAHKTOH MOYKET CHMYKATh YPOBEHb XHUITHUYECTBA, Pearkpys Ha UCTodaeMble (PUTOIUIAHKTOHOM TOKCH-
HBI, TEM CaMbIM H30erasi HeOJIArOIPUSITHOIO BO3ACHCTBUS ATUX XUMHUECKUX BEIISCTB Ha COOCTBEHHYIO
nomyssinuto. Harmpumep, Becionorue pakoodpasusie Copepoda NposSBISAIOT U30MPaTeIbHOCTh IPU BBI-
Oope muImM B U30erarT ynoTpeOsaTh (DUTOIIAHKTOH, MPOIyIHPYIOMKUNA ToKCHHBI [DeMott, Moxter,
1991].

B pamkax akTHBHO HAOMPAFOIETO MOIMY/SPHOCTh B MOCIEAHEE BPEMsl IKOJIOTO-3BOJIFOIIMOHHOTO
HampaBlieHUsT MoaenupoBanus [Fussmann et al., 2005; Yamamichi, 2020] TokcuuHbIe CBOMCTBa (hH-
TOIUIAHKTOHA PAaCcCMATPUBAIOTCS KaK €ro aJalTHBHBIN MPHU3HAK «3alUThl OT XHIHUKa». CunuTaercs,
YTO (PUTOTUIAHKTOH MOXKET OBICTPO SBOJIOIMOHUPOBATH B OTBET Ha XHUIIHUYECTBO 300IuTaHkTOHA. Co-
MOCTABJICHUE SKCIIEPUMEHTANILHBIX JAHHBIX Pa3BUTHs COOOIIECTBA «KOJOBparka Brachionus calyciflo-
rus — OTHOKJIIETOuHas 3eneHas Bojgopocib Chlorella vulgaris» B XemocTare ¥ MOIEIBHBIX TPAeKTOPHIA
MOATBEPIIUIIO CIIOCOOHOCTH BOIOPOCITH OBICTPO 3BOJIFOIMOHUPOBATH, MOBBIIIAS YPOBEHb «3aIUTHD OT
XHUIIHUKA ¥ YMEHbINas, B Ka9eCTBE KOMIICHCAIINH, CKOPOCTh COOCTBEHHOTO BOCIIPOM3BOJICTBA [Shertzer
et al., 2002]. Hamuuue KoMIpoMHCCa MEXIY CHOCOOHOCTBIO BOJOPOCIH 3alUINATBCS OT XHUIIHUKA
(WM 3amuUTON) M yMEHBIIEHHEM €€ TEMIIOB BOCIPOM3BOJCTBA, KaK IMPABHIIO, OKAa3bIBAIIOCH BayKHBIM
(hakTOpOM; B YaCTHOCTH, TEHETHYECKHII aHAJM3 TI0Ka3aj MPHUCYTCTBUE Pa3IMYHBIX T'€HOTHUIIOB BOO-
pOCIHM B XEMOCTaTaX, YKCIEPUMEHTAILHO MOITBEPAMB CBSI3b MEX/Y pa3MepoM BOJOPOCICH, MIOTHO-
CTBIO YHCJICHHOCTH M €€ MUTATeIbHON IIEHHOCTHIO; XOTSI HE BO BCEX CIIydasX 3allliTa COMPOBOXKAAIACH
CHIDKEHHEM CKOPOCTH BOCIPOM3BOJCTBA. B TAHHOM KOHTEKCTE OT MOHSTHS TOKCUYHOCTH €CTECTBEH-
HBIM 00pa3oM IIepeXoIsAT K MOHATHIO MUIIeBoN eHHoCTH (algae food value), mockonabKy muIeBas meH-
HOCTb BOZIOPOCIIEN C MAaKCMMaJIbHOM 3alMTON OT XUILHUYECTBA JJIs1 KOJIOBPAaTKU OKa3bIBAE€TCS HYJIEBOM.
DTO CBA3aHO C OTKa30M 300IUIAHKTOHA MOTPEOJIATh TOKCHYHBIM (PUTOMIAaHKTOH. Jlpyroii MHTEepeCHSbI
MIPUMeEp 3aIUTH OT XUIIHUYECTBA AEMOHCTPHUPYIOT OJHOKIETOUHbIe Bofopocin Buna Chlamydomonas
reinhardtii: 3aMIIICHHBIE TEHOTHITBI ATOM BOAOPOCIN B MPHUCYTCTBUHU KOJIOBPATOK 00pa3yroT MabMell-
JIOUJIHBIC CKOIUICHUSI KJIETOK, KOTOPBIC CIIMIIKOM BEJIMKH JUIsl TOTO, YTOOBI KOJIOBpaTKa MOIVIA MX I10-
miotuth [Becks et al., 2010; Becks et al., 2012]. IIumesast eHHOCTH IS 300IUIAHKTOHA 3aIHIIICHHOTO
TeHOTHITa (UTOIUIAHKTOHA W B OTOM CJy4ae OKa3bIBaeTcs HYNIeBOW. TOKCHYHOE BO3/ICHCTBHE TaKOTO
BUJIa (PUTOIUIAHKTOHA HAa COOOIIECTBO OKA3bIBACTCSI HESIBHBIM, MTOCKOJIBKY OH, KOHKYPUPYS 33 PECYpPChI
C HETOKCUYHBIM (PUTOIUIAHKTOHOM, «PETYINPYET» OOWIIHMEe MHIIH 300TUIaHKTOHA.

OTMeTHM, 4TO B IIPOIIECCe MOJIEIUPOBAHUS IBOIIONNUN BOIOPOCIel Hanbosee aleKBaTHBIMH T10-
Kazanu cebst Mojienu oroopa kiioHoB [Fussmann et al., 2005], ecTecTBEHHBIM 00pa30M OMKCHIBAFOIINE
Oecrionoe pasMHOXeHHe Bomopocieil (B Tom uucne C. vulgaris); KpoMe TOTO, TEHETHUECKUN aHaJN3
MOKa3aJl HAJIMYME MHOXXECTBEHHBIX KJIIOHOB B JlabopaTopHbIX momyssinusx [Yoshida, Hairston, Ellner,
2004]. B »K0JI0T0-3BOJIOIMOHHBIX MOJCIAX KIOHAJIBLHOTO OTOOpa KOJWYECTBO YpaBHEHHH, HEOOXO-
JUMBIX JUISl OTMCAHMS JTUHAMUKU (QUTOILIAHKTOHA, YBEIMYUBAETCS 10 7 (TI0 KOJIWYECTBY TCHOTHUIIOB
Bojiopocin). He nmpuberast K ieTaJIbHOMY HCCIIEIOBAHUIO 9KOJIOT0-3BOJIOIIMOHHOH NPZ-Monenu ¢ xito-
HaJILHBIM OTOOPOM JKEPTBBI M HENPEepbIBHBIM BpeMeHeM, JK. . @yceman u np. [Fussmann et al., 2005]
MOKa3aJli ee CIIOCOOHOCTH YJIaBJIMBATh OCHOBHBIE CBOICTBa SKCIEPUMEHTAIBLHON TUHAMHKH: 1) BO3-
HUKHOBEHHE JTHHHONEPUOANYECKUX MPOTHBO(A3HBIX IUKIOB XHIIHWKA W JKEPTBHI Ha (OHE IBOIIIO-
UM JKEPTBBI B XEMOCTaTaXx ¢ MHOKECTBOM Pa3JIMUHBIX T€HOTHIIOB BOJOPOCIH; H 2) BOZHUKHOBCHHE
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OOBIYHOHN NTWHAMUKH JJI MOJICIH «XUITHHK—KepTBay 0e3 ydera sBoionuu [ Yoshida, Hairston, Ellner,
2004] — c orcraBaHMeM AMHAMHUKU XHIIHHKA OT >KEPTBBl Ha YETBEPTh NEpHOJla B XeMOCTaTax C Te-
HETHYECKU OIHOPOAHBIMH BOAOpPOCIAMHU. [loMHMO mpOoTHBO(A3HBIX IUKIOB, OBUIM OOHApYKEHBI TaK
Ha3bIBacMble CKpBIThIC HUKIBI (cryptic cycles) [Yoshida et al., 2007], npu KOTOPBIX IIOTHOCTB KEPTB
0CTaeTCs MPAaKTUIECKU MOCTOSHHOM, a TNIOTHOCTh XHUITHUKOB KoJieOnercsi. Eciu paccMaTpuBarh TOJIBKO
JIMHAMUKY BPEMCHHBIX PSJIOB, TO CO3aeTCs BIICUATIICHUE, YTO MEXKJy KOJOBPATKAMHU M BOJOPOCIISIMH
HET MEXBHUOBOTO B3amMoneicTBHus. OHAKO OKa3bIBAETCS, YTO OBICTPO MEHSFOIIUICS TeHETHYECKHIA
COCTaB BHUJIOB-)KEPTB MOXET MOJIEPKHUBATH MOMOOHBIE CKPBIThIC IMKIIBI B CIy4ae, KOrla 3alluTa He
COIIPOBOXK/IAETCs PE3KUM CHMIKEHHEM CKOPOCTH pocTa Bojopociel. Takum oOpa3oM IposiBIsSeTCs Mac-
Kupyromui 3GdexT ObICTPOH BOJIONMU — OHA CIOCOOHA CKpBIBaTh TPO(HUUECKOe B3aMMOACHCTBHE
BUJIOB. AHAJIOTWYHAs TUHAMHKA paHee Oblja OOHapy)XeHa SKCIIEPHMEHTAIBHO B OakTepro(aroBbIX
coobOmectBax [Bohannan, Lenski, 1999], uro MoXeT yka3pIBaTh Ha MPHCYTCTBHE CKPBITHIX ITHKIIOB
B Pa3JIMYHbBIX TPUPOHBIX CHCTEMAaX ¢ BO3MOXKHOCTBIO OBICTPOM IBOJFOIMH.

B nmanHo# pabote, HCIONB3ysl KIIACCHYECKYIO U OOJAaCTH MOJICIMPOBAaHUS IJIAHKTOHHBIX CO-
obmrects upeonoruto [Chatterjee et al., 2009; Rehim, Wu, Muhammadhaji, 2015; Rehim, Zhang,
Muhammadhaji, 2016], MBI TIpemTaracM MOIEIb ¢ MHHHMAJIBHBIM KOJMYECTBOM YpaBHCHHUH C JHC-
KPETHBIM BPEMEHEM, CIOCOOHYIO YJIaBJIMBAaTh OCHOBHBIC CBOMCTBA IBOJIOIMOHHON JMHAMHUKY IUIAHK-
TOHHOTO co00IIecTBa. VICKIIIOUMB M3 PAacCCMOTPEHUS TCHOTHIIbI, HAXOMASIIMECS Ha MPOMEXYTKE KpHU-
BOW KOMIIPOMHCCA MEX]y 3allIUTOW M TUIOIOBUTOCTHIO (DUTOTUIAHKTOHA, OyIeM paccMaTpHUBaTh TOJBKO
KpailHUEe 3HAYeHUs MPU3HAKA, CUUTAs, YTO (PUTOILIAHKTOH IPEJICTABICH JBYMSI I€HOTUIIAMH: C HYJIe-
BOH MHIIEBOM IMEHHOCTHIO (TOKCHYHBIN) M SAUHUYIHON (HETOKCHYIHBIN). TakuM 00pa3oM, B HACTOSIIEM
MCCIICIOBAHUY TIPEJUIAraeTCsl JUCKPETHAs: BO BPEMEHU TPEXKOMIIOHEHTHAsI MOJIeIb coo0IiecTBa Gpuro-,
300IIJJAHKTOHA, B KOTOPOW 300TUIAHKTOH MMUTAETCS HETOKCHYHBIM (DUTOIIIAHKTOHOM, TIPH 3TOM 00a BH-
Jia (PUTOIIAHKTOHA KOHKYPHUPYIOT MEXy co0oi 3a pecypchl. COOTBETCTBEHHO, B pacCMaTpHUBAEMOM
COOOIIECTBE peaNn3yrOTCs OTHOIICHUS «XHUIIMHUK—KEPTBA» MEXKIY 300IUIAHKTOHOM M HETOKCHYHBIM
(UTOIUIAHKTOHOM M KOHKYPEHIIUSI MEXK]y JIByMsl BHJIaMU (DUTOIUIAHKTOHA.

Moaeb NJIAHKTOHHOIO C000IIecTBa

Jlig onMcaHus TMHAMHUKH TOKCHYHOTO ¥ HETOKCHYHOTO BUOB (DUTOIUIAHKTOHA Oy/ieM UCIIONB30-
BaTh MOJIENb JABYX CBA3AHHBIX ypaBHEHHH Pukepa, OpHEeHTHPOBaHHYIO Ha OMHMCAaHUE JMHAMUKU KOHKY-
PEHTHOTO COO0IIeCTBa, KOTOPas YYUTHIBAET HE TOJILKO MEKBUIOBYIO KOHKYPEHIIUIO B3aUMOACHCTBYIO-
IIMX BHUJOB, HO M BHYTPUBHJIOBYIO KOHKYPEHILIMIO B BHJe camonumutrupoBanus [Ilamupo, 1974; May,
1974; amupo, Jlynmos, 1983], mpu 3ToM yuTeM moTpedicHHe (PUTOTUIAHKTOHA 300TIAHKTOHOM:

X, = Ax,exp(-ax, — by, - (1 —u)),

1
yn+1 :B(l _u)‘ynexp(_gxn_dyn'(l _u))9 ( )

IJ€ X ¥ y — YHACIEHHOCTh TOKCHYHOTO W HETOKCHYHOTO (PUTOTUIAHKTOHA; 71 — HOMEpP Ce30Ha pa3MHO-
JKeHUS; A 1 B — CKOPOCTH pOCTa BHUJA X M y COOTBETCTBEHHO; d@ U d — KO3(PPHUIIMECHTH CaMOIIMMUTH-
poBaHUsl; b U ¢ — mapaMeTphl, XapaKTEPU3yIOLUIUE UHTEHCUBHOCTh KOHKYPEHTHBIX B3aUMOOTHOIICHHMA
MeXxay BuaaMu x u y. [lapametpsl a, d, b u g HEOTPUIIATENBHBI, B CIIyYae WX PaBEHCTBA HYIIO B CO00-
[IECTBE OTCYTCTBYIOT CAMOJMMHUTHPOBAHKME U/WIIM KOHKYPEHIIMS MEXIY BHIaMH 32 PECYpPC; MPH ITOM
YeM MEHBIIIE PECYPCOB, TEM BBIIIE 3HAYCHMSI MAPaAMETPOB, XapPaKTEPU3YIOUIUX CAMOJIMMUTHPOBAHUE
U KOHKYPEHIIHIO. 1 — JIOJISl YMCICHHOCTH HETOKCHMYHOIO (DUTOIIAHKTOHA, U3BSITOTO 300ILIAHKTOHOM,
KOTOpast 3aBUCHUT OT YHCIICHHOCTH JKEPTBHI M XUIITHUKA U OymeT ¢opmanuzoBana moke (0 < u < 1).
st ommcaHus TUHAMHUKY YHCICHHOCTH 300IUTAHKTOHA TaKoKe OyJeM HCIONb30BaTh Moneinb Pu-
Kepa:
L1 = Wzn exp(—a) ’ Zn)’ (2)
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Ie 7 — YUCICHHOCTh 300IIJIAHKTOHA, w — KO3((UIMEHT ero camonumurupoBanus, W = w - a(y,) —
CKOPOCTh pOCTa XHIITHHUKA, @ W — €r0 MAaKCUMaJIbHO BO3MOYKHOE 3HaueHue. [ onucanus nporecca mu-
TaHMA 300IIaHKTOHA a(y,) OyaeM HCIIoIb30BaTh (PYHKLHMIO, YUUTHIBAIOLIYIO HACBIIICHUE XUIIHUKA, —
Tpoduueckyro (yHKuno XomwMHra BToporo tuna: a(y,) = Y*y—jyn, rae Y — YMCIeHHOCTh (PUTOIUIaHK-
TOHA, NPH KOTOPOH PENpOAYKTHBHBIN MOTCHLMAN XUIIHUKA OyJeT paBeH IOJIOBHHE OT MaKCHMAaJIbHO
BO3MOKHOTO.

B pesynbrare nuTaHus XUITHUKA MEHSETCS YMCICHHOCTD JKEPTBBI:

alO 2y a/(yn)
Yn = Y =@y 2y @) = Yy |1 = —————— ) = y,(1 — ),
n
@2 a(y,) @yZp
rac u = Y = Y+ — J0JI1 YUCJICHHOCTH HCTOKCHUYHOI'O (I)HTOHHaHKTOHa, HOTpCﬁJ‘I?{eMaﬂ 300-
n n

IVIAHKTOHOM, a @, — Koo uumeHt npeodbpasosanust dnomaccsl (¢, > 1). Takum oOpa3oM, Ipoucxo-
JUT BIMSHUC XUIIHUKA HAa Pa3MHOXKEHHUE, KOHKYPEHIIMIO M BBKMBAaHHUE XKEPTBBL. B pesynbprare monens
cooO11ecTBa IPUHUMAET BUJT

@, 2,
X1 = Ax, exp|—ax, — byn 1= m >
n

ao - Z ao *Z
Yne1 = B- (1 - Y*—"';n) * Yn €XP (_g'xn - dyn ' (1 - —”)), (3)
W= Yy

Zn+1 Y>s + y
n

7, exp(—w - z,,).

HecnoxHble 3aMeHBI TapaMeTPOB p = %, @ = %, y* =dY", da, = a v nepexox K HOBOH cucTeMe
KOOPIMHAT ax — X, dy — y, Wz — Z MO3BOJISIIOT YIPOCTUTh BUJ MoAEIH (3), YMEHBIINB KOJIMYECTBO
napaMeTpoB Ha JBa:

-z,
X, =Ax,exp|—x, —py, - l_y—*+y ,
n

-z a -z
=B-|1-—29]. - —y 1= —), 4)
yn+1 ( y* +yn) yn exp( (pxn yn ( y* +yn))

el = %Zn exp(—zn).

Y+ Y

3ILCCI> X, Yy U Z — OTHOCUTCJ/IbHAas YUCJICHHOCTDb HOHyﬂﬂHI/Iﬁ ABYX BUJ0B (I)I/ITOHHaHKTOHa Hu 300-
ITAHKTOHA COOTBCTCTBCHHO, @@ — CPCAHCC 3HAYCHUC KOJIMYCCTBA KCPTB (BLIpa)KeHHOC B OTHOCHTCJIb-
HBIX €IMHMIAX), OTPEOIAEMOe OIHOM (OIATh XK€ OTHOCUTENLHOM) €IMHMIEH XUIIHUKA, y* — KOH-
CTaHTa IOJYHACBINICHUA XUIITHUKA, BBIPAKECHHASA B OTHOCUTECJIBHBIX CAWHUILIAX. KO:')(b(bI/IHI/ICHTI)I puyw
MOXHO pacCMarpuBaThb Kak KOS(I)(I)I/IHI/IQHTBI CBs3U, XapaKTCPpU3YIOIIHNEC KOHKYPCHTHBIC B3aUMOOTHOIIC-
HUSI MEXKTy TOKCHYHBIM M HETOKCHMUYHBIM (DUTOTUIAHKTOHOM. MIX PaBEHCTBO HYJIO CBOAMT Mojaenb (4)
K CUCTCMC BYX HC B3aHMOHeﬁCTByIOHIHX MCKIY cO0OM CHCTEM: JOKAJIbHAS OomyJaianusa TOKCHYIHOI'O
Q)HTOHHaHKTOHa u COO6HICCTBO (XUITHUK—KEPTBa», NPEACTABJICHHOC 300IIJIAaHKTOHOM W HECTOKCUYHBIM
(I)I/ITOHJ'IaHKTOHOM.

Oobnacms donycmumulx 3HAYEHUI MOOenu

IIpumenenune mozpenu (4) K OMUCAHMIO TWHAMHKH IUIAHKTOHHOTO COOOIIECTBA B CIydae CHIIb-
HOTO Ipecca XHUIHMYECTBA MOXKET IPUBECTH K IOSIBJICHUIO OTPHULATENIBHBIX 3HAYEHUH YHCICHHOCTH
¢uroraHkToHa. B CBA3M ¢ 3THM Ha mapameTpbl HCCIIELyeMON MOJISN U ee HadallbHbIe yCIJIOBUS Ha-
KJIa/IBIBAIOTCS JIOTIOJIHUTENbHBIE YCIIOBHSI, 00€CIIEUMBAIOIINE HEOTPUIATEIbHOCTh U OTPAaHUYEHHOCTD

KOMIIBIOTEPHBIE UCCIIEJOBAHUS U MOJAEJIUPOBAHUE
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@z
y*+; MOPEBBICUT CAUHUILY, TO U3-3a neperIOTpe6neHH5{ KEPT-
n

BbI XMIIHUKOM MPOHM30MIET rH0eib HETOKCHYHOTO (PUTOIIAHKTOHA M 300TIAHKTOHA. TOKCHYHBINA (u-
TOIUIAHKTOH CYIIECTBYET M Pa3BUBACTCS NMPAKTUYECKH IPH JIOOBIX 3HAYEHHSX I1apaMeTPOB MOJEIH, 3a
HCKJIFOUCHUEM MOMCHTOB, KOTZIa MPOUCXOAUT €I0 BHITCCHCHUE HETOKCUYHBIM KOHKYPCHTOM. OTMCTI/IM,
9TO B 3TOM CJIy4ae THOeNIb TOKCHYHOTO (PUTOIITAHKTOHA ONPEENsIeTCs €ro CKOPOCTBIO POCTa M KOHKY-
PEHTOCTIOCOOHOCTBIO.

pemeHHﬁ. B YaCTHOCTH, €CJIM BbBIPAXKCHUC

Ha puc. 1 npeacrasneH npuMep U3MEHEHHs 00JIaCTH CYIIECTBOBAHUS COOOIIECTBA, a TAKKE €ro
cocTaBa NpH Bapually 3HAaYeHUH MmapaMeTpoB Mojenu (4).

Cmayuonapusie mouku mooenu (4). Obnacmu ux cyuiecmeo8anus u yCmMou4ueocmu

Cucrema ypaBHeHHH (4) UMeeT MIECTh CTAIMOHAPHBIX TOUCK:

® TpUBHAJIbHAA, COOTBETCTBYCT BIMHUPAHHUIO BCEX HOHYHﬂHHﬁZ

x=0, y=0, z=0; )

e J[BE MMOJYTPUBUAIIBHEIC, COOTBETCTBYIOT CBOOOAHOMY CYIIECTBOBAHHIO OJHOW W3 MOMYJSHN (u-
TOIUIAHKTOHA B OTCYTCTBUE KOHKYPEHTA U XUIIHUKA!

X=InA, =0, z=0; (6)
x=0, y=InB, z=0; (7
e JIBE MMOJYTPUBHAIBHBIC, COOTBETCTBYIOT COCYIIECTBOBAHUIO IBYX BHUIOB:
_ _ InA-plnB _ InB-¢lnA
7=0; x:—p’ y:—go 8)
1—op 1 —¢p

— COCYIIIECTBOBAaHUE JBYX KOHKYPHPYIOIINX BHIOB (PUTOIUTAHKTOHA MIPH p@ > 1;

_ -7\ |y a-Z
y.(l_y*@)_ln(B (1 y*+§)) ©

— COCyHICCTBOBAHNEC HECTOKCUYIHOTI'O (I)I/ITOHJ'IaHKTOHa 1 300IINTAaHKTOHA,

® HCTPUBHAJIbHAA HCIIOABHUIKHAA TOYKA, COOTBETCTBYCT YCTOﬁ‘IHBOMy CymI€CCTBOBAHUIO IMOJIHOI'O CO-
O6HI€CTB3 " OMPEACIACTCA KaK PCUHICHUC 2-1o TPAHCHCHACHTHOT'O YpaBHCHHA CUCTEMbI OTHOCHU-
TCJIBHO y, AaJICC Z U X ONPCACIAIOTCA U3 ABYX APYIUX ypaBHeHPIfI CUCTCMBI:

x:mA—py-(l— ‘f'z_),
Y+

- ¢1nA+y-(1—% (1—gp)=In(B-{1- L2}, (10)
Y +y Y +y

s uccnenoBanus penieHnid Mojienu (4) Ha yCTOMYMBOCTD 3allHIIeM €€ sIKoOWaH:

J, J Fx'. Fx, FXx.

Sy I i 2 y :
J=\1y Ty x| = Fyf Fyy Fyf ,
Sy T Iss Fz, Fzy Fz,
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Ba=0,5,p=90=0,3,w=3 Ba=1,5,p=<p=0,3,w=3 Ba=2,5,p=90=0,3,w=3
20 20 — —— 20

15 15 15
10 10 10
5 5 5
5 10 15 20 20 5 10 15 20
A A
a=25,p=001,
BQ=O,57PZ¢=O,3,W=8 B =01, w=3

20

20

15 —_——

15 15

5 5
20 20 5 10 15 20
A
p=¢=03, w=3 B=10 ap=g0=0,3,w=3,B=18
3,55 35 ===

S =
15 == ===
0,5 T T T 0,5 T T T
5 10 15 20 5 10 15 20 5 10 15 20
B A A

(000): x, =0,y,=0,2,=0 (110): x, > 0,y,> 0,7, =0 (111): x, > 0,y,>0,7,>0

100): x, >0,y,=0,z,=0 =]
E ; e 0' T 0' o o E (011): x, =0,y,>0,2,>0 R—=———] (100)*: mepeynorpebaenme: u > 1
010): x, =0,y,>0, z, =

Puc. 1. O6nacti IOIMyCTUMBIX M HEIOIMYCTUMBIX 3HAYCHUH MapaMeTpoB MoZeNH (4) ¢ y4eToM clieHapus pa3Bu-
THsS COOOIIECTBA M XapaKTEPUCTHKH ero coctasa mpu y* = 0,5, x, = y, = z, = 0,1. LlBeTOM BBIIENEHBI CITE-
nyrorme obmactu: (000) — cooOmecTBO BRIMHpACT M3-3a HEOCTATOYHOTO BOCIIPOM3BOJICTBA (DPUTOILIAHKTOHA;
(010) u (100) — nOKaNBHO CYIICCTBYIOIINN HETOKCUYHBIN I TOKCUYHBIH BUJ (DUTOTUIAHKTOHA COOTBETCTBCH-
HO, KOTJIa OJIH KOHKYPEHT BhITecHseT pyroro; (100)* — rubenb 300IUTaHKTOHA U HCTOKCHYHOTO (DUTOILIAHKTO-
Ha B pe3yJbTaTe MepenoTpeONeHNs KEePTBBI XUIITHUKOM, COOOIIECTBO MPEACTABICHO TOJIHKO TOKCHYHBIM (DHUTO-
raHkToHOM; (110) — rrbens 300TIaHKTOHA M COCYIIIECTBOBAHME IBYX KOHKYPUPYIOIINX BUIOB (PUTOIDIAHKTOHA,;
(011) — rubenb TOKCHYHOTO (PUTOIIAHKTOHA U COCYIIECTBOBaHUE 300- U (huTommankrona (y,); (111) — obmacts
CYIIICCTBOBAHUS MTOJHOTO COOO0IIeCcTBa

w-y-zexp(—z) _ az

rne Fx = Axexp(—x—py(1—u)), Fy = B-(1-u)-yexp(—¢x—y-(1-uw)), Fz = vy U Sy Haiee
YCTOMUMBOCTD pelieHui mozenu (4) nccienyercs IMyTeM aHajiu3a 3Ha4eHHH COOCTBEHHBIX uHcel (A)
XapaKTepUCTUYECKOT0 MHOTOUJIEHA, OJIY4YeHHOTO Ha OCHOBE JJAaHHON MaTpuIlb! SkoOu.

KOMIIBIOTEPHBIE UCCIIEJOBAHUS U MOJAEJIUPOBAHUE
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Obracme yemoudusocmu mpusuaibHO20 peuletisl

I'panuisl 00aCTH YCTOMYMBOCTH HETIOABMKHOM TOUKM (5) 3a1al0TCs JTHMHUSMHM TPAaHCKPUTHYE-
ckux oudypxauuit A = 1 u B = 1. CienoBarensHo, B INIOCKOCTH MapaMeTpoB (A, B) obmacth ycToi-
YUBOCTH pemIeHus (5) mpeacTaBiIseT co00H eMUHUIHBIN KBaapar.

Obnacmu ycmotiyugocmu NOIYMPUBUATbHBIX peldeHull

Jia HenonBmkHOM ToukH X = InA, y = 0, 7 = 0 (6) rpaHuns! 00J1aCTH yCTOWYMBOCTH 33aI0TCA
CJICYIOUIMMHU COOTHOUICHUSIMU:

DA=1,A=1uB=A%2)1=-1,A=¢’ tme A = | cOOTBETCTBYET IMHUU TPAHCKPHTHYE-
ckoit oudypkauuu, A = —1 — OudypkaroHHas TPaHULA, IPU IEPEXOIE YePe3 KOTOPYIO Pean3yercs
Kackaj Oudypkanuii yaBoenus nepuona. Oonacts ycrodunBoctd pemenuss x = 0,y = In B,z = 0 (7)
dbopMupyercs ciaenyromuMi ondypKauOHHBIMU JTMHUSMHU:

DA=1,B=1,A=BuB=¢"/"D;2)1=-1,B=¢%

B Touke (8) sxoOuan mozaenu (4) nmpeoOpaszyercs K BUILY

Ae™ PV — Axe Y —AXp - e Py Fx]

J = —Byg - e Be™#*Y — Bye ™ Fy’|l. (11)
0 0 >y
Yty

VuuThIBas, YTO B HEMOABIKHOM Touke Ae > #Y = 1 u Be ¥ = 1, XapaKTepuCTHUECKOE YpaBHEHHE
NPUHUMACT BUJ

1-x-2 —Xp Fx,
Se  1-F-4 By =0,
wy
0 0 YAy
I7€ OJHO M3 COOCTBEHHBIX YMCEN XapaKTepPHCTUYECKOrO MHOTOYIEHa COCTaBiIseT A, = %, a 1Ba
JPYTHX SBISIOTCS KOPHSIMHU KBaJPATHOTO YPABHCHHUS:
P-@2-%T-y-1+%-5-(01-p-¢)-x-y+1=0. (12)

YpaBHenue (12) coBmagaer ¢ XapakTepUCTHUECKUM ypaBHEHHEM B HETPHUBHAIBHOW HEMOABMIK-
HOW TOYKE MOJIENTU JBYX KOHKYPUPYIOIINX BHJIOB, ITOIPOOHO M3y4yeHHoi B padote [Kulakov, Neverova,
Frisman, 2022]. Oxnako B JaHHOM ClIy4ae 00JNacTh €€ CylIeCTBOBAHMS CYIIECTBEHHO OrPaHUYMBAETCS

o o _ Yy _ Y(l-gp)+In B—pln A _
JUHUCH TpaHCKpUTHYeCKoH Omdypkanuu (4 = 1) mpu w = - WM ow = InB-gTn A wm B =

= A% ¥ B Touxe (9), rme cocyImecTBYIOT 300IUTAHKTOH (Z) U HETOKCHYHBIH (DUTOIIAHKTOH (),
a TOKCHYHBIH (PUTOIUIAHKTOH OTCyTcTBYeT (X = (), OAHO W3 XapaKTePUCTHYECKHX YUCEN COCTaBIIS-
er A, = Ae ™™ (1_%), YTO MO3BOJIAET IOJNYYUTh YCIOBUE TPAHCKPUTHYECKOM Oudpypkammu: 4, = 1
npu InA = pi(l - y?fy). JBa npyrux coOCTBEHHBIX YHCIIA SIBISIOTCS KOPHSIMH KBaJIpaTHOTO ypaBHe-
HUS C TPOMO3IKUMHE KOA(PPHUIIEHTAMH, TIO9TOMY MBI He Oy/leM ero mpuBoIuTh. B menom HeoOXxomanmo
OTMETHTB, YTO TOTEPS YCTOMYHMBOCTH perreHuit Momend (5)—(9) MOXKET IMPOU30MTH TOJIBKO depe3 Ou-
dypkauro yaBoenus nepuoaa. Jinaus oudypkamuu Heiimapka — Cakepa He orpaHHYHBAET UX 00JIaCTH
YCTOMYHUBOCTH.

XapaKTepl/ICTI/IKa JUHAMHMKH CO00ILIeCTBA npu He00JIbIIHUX
PENPOAYKTUBHLIX IOTCHINHAJAX COCTAB/IAIOIINUX €0 BH/10B

Hcnonb3yst HaliicHHbIE YCIOBHUS TPAHCKPUTHUCCKUX OMGypKaui 1yl TPMBUAIBHOTO M HOIYT-
PUBHAIBHBIX pEIICHUH CHUCTEMbI (4) M OrpaHMYUBIINCH PACCMOTPEHHEM CIydas YMEpEeHHOH KOHKY-
pernuu (o < 1) ¢ paBHBIM KOHKYPEHTHBIM JABJICHHEM (0 = ¢), MOXXHO KpPaTrko OXapaKTEepPH30BaTh
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w=3 B

(Z,)

N W A~

1 2 3 4 5 6 05 1,0 1,5 2,0

(000): x, =0,y,=0,z,=0

(100) (110): x, >0, y,>0,z,=0 (111): x, >0,y,>0,2,>0
100): x, >0,y,=0,z,=0
(011): x, =0, 7,>0,2,>0 (111): %, > 0,7, >0, 2,50 /

/%,=0,y,>0,2,=0

(010): x, =0, y,>0,z,=0

a) z,=0,0 w=3,A=12,B=20 6) z, = 0,1
Vn
06 47, TTTTETTEEE < - co0o0o00oo00000000000o0
S I HR-0-0--0:0-0-0-0-0-0-0-0-0-0-0:0-0-0:-0-1
- Z, 0’4_ Zn
0.0 =5 | T T 0,0 | , :
. 0,06 - T
- Xn T
6e-58 T T T 0,03 ~ T T T
4980 4985 4990 4995 n 4980 4985 4990 4995 n

Puc. 2. Bepx: ob6nacT ycTOHYMBOCTHA paBHOBecHi Mojenu (4) mpu HEOONMbLINX 3HAYCHHSAX PEMPOLYKTHBHBIX
MOTEHIMAIOB MOMYJSIINIT, HAHECCHBI JIMHUM TPAHCKPUTHUYECKUX OnbypKanuii, orpaHUYMBaoIme 00IacTu cy-
LCCTBOBAHMS U YCTOIMYMBOCTH CTALMOHAPHBIX Todek: A = 1, B=1, ()): B= A%, (I,): A = B, (I): B=¢"/™D,
(l): B = A%exp (y* . lw_%f), (l5): A = exp (pi( - y"—fy)), 3apUKCUPOBAHBI MapaMeTPhl MOJENU M HadaJbHBEIC
yemous: @ = 0,5, p = ¢ = 0,3, y* = 0,5, Xo =Yg = % = 0,1. Huz: mpumep muHamMuku B oOmactu Ou-
crabuipHoCTH (111%): a) cymiecTBOBaHME JIOKAJIBHOW MOIMYIISIIMKA HETOKCUYHOTO (pUTOIUIaHKTOHA (y); 0) moiHoe
coo011ecTBO

pe3yNIbTaT 3BOIOIUN PacCMaTpPUBAEMOTO COOOIIECTBAa B 3aBUCHMOCTH OT 3HAYEHUH BHYTPHUIIOITYJISIIH-
OHHBIX ITaPaMEeTPOB, a TAKXKe XapaKTEPUCTHK B3aMMOJCHCTBUS BHUJIOB.

1. Ecnmu ckopocTd pocTa KOHKYPHPYIOIIUX TMOMYJSIIMA (uTormiankroHa menpiie 1 (A < 1,
B <1), TO OHEH cO BpeMEHEM BBIPOXKIAIOTCS, BMECTe C TOIMyISnued 300rutaHkToHa (puc. 2, 00-
nactb (000)).

2. VBenu4eHHe CKOPOCTeH pocTa TOKCHYHOTO W HETOKCHYHOTO (PUTOIUIAHKTOHA OOECIIeYMBaCT
JIOKAJILHOE CYIIESCTBOBAHKME COOTBETCTBYIOMIETO BHa uTorniankToHa (puc. 2, oomactu (100) u (010)).
IIpu A = 1, B = 1 BO3HHUKAIOT TpaHCKpUTHUYECKHE OM(]ypKaIlUK, B pe3ylbTare KOTOPBIX MOSBIISIOTCS
noiyTpuBHaibHbIe paBHOBecHsd X = InA,y=0,z=0(@puA > 1)ux=0,y=1InB,7=0 (npu B > 1).

3. YBenM4eHne CKOPOCTH POCTa HETOKCUYHOTO (PUTOILIAHKTOHA (B > e/ (W‘l)) TIPUBOIUT K POXK-
JICHUIO MOJTYTPUBHAIBHOTO paBHOBecHs (9), Korjga 300IIaHKTOH U HETOKCUYHBINA (PUTOIIAHKTOH COCY-
mecTByIoT (puc. 2, oomacts (011)).

4. Buytpu obnactu, orpanndenHol ymnusamu (I,): B = AY u (l,): A = B, BO3MOXHO COCy-
HIECTBOBAHUE JIBYX BUJIOB (DUTOILIAHKTOHA B OTCYTCTBHE 300IUIaHKTOHA (puc. 2, oomacts (110)). ITpu
nepeceyeHuu rpanusi (/,): B = Ase (puc. 2) IpoUCcXoaUT 0OMEH YCTOWYHBOCTHIO MEKAY ITONYT-
pUBHAIILHBIM paBHOBecHeM (8) u HeTpuBHabHBIM penieHreM (10), B KOTOpoM COOOIECTBO MPEACTaB-
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neHo Tpems Bugamu. OTMETHM, 9TO TIEpeXO/ OT HEMOJIHOTO COOOMIECTBA K MOJTHOMY MOXKET IPOUCXO-
AUTh Kak ¢ poctoM B (mpu nepexoxe yepes (/,)), Tak u ¢ poctom A (npu nepexone yepes (). Hpu
9TOM B Cilyyae HeGONbLIMX CKOPOCTEH pocTa 300IUIaHKToHa (W) uHuu (/) u (/5) mpakTuyecku coBra-
MAKOT, IPU OOMBIIMX 3HAYEHUSAX W TPAHCKpUTHIECKas Oubypranus (/5) BO3HUKAET Npu Gosee HU3KUX
3HAYCHUSAX A, T.e. )KHU3HEICATEeIHHOCTh 300IJIAHKTOHA CIOCOOCTBYET 3aKpEIUIEHHIO TOKCHYHOTO (pu-
TOIIJIAHKTOHA B COOOIIECTBE, OCJIabissi KOHKYpeHTHYI0 00puOy (puc. 2, obmacts (111%)). IIpumepst
JUHAMWAKH U3 5TOW 00NaCTH, OTIMYAIONINECs Ha4aIbHOW YUCIEHHOCTBHIO 300IUIAHKTOHA, TIPUBE/ICHBI Ha
puc. 2 (Hu3).

OTMeTHnM, 4TO MBI HE paccMaTpuBaeM ciydail ¢p > 1, Korja KOHKYPEHIUS MEeXIy JAByMs BH-
Jamu (QUTOIUIAHKTOHA CHJIbHEE, YeM MX caMoiuMmutupoBanue. B paborax [Illanupo, Jlynmos, 1983;
I'pomosa, 1988; Cxanenxas, ®pucman, lllamupo, 1979; Luis, Elaydi, Oliveira, 2011] mist pukepos-
CKOH MOJeNM JBYX KOHKYPEHTOB ITOKa3aHO, YTO NpPU ¢p > | yCTOMYMBOE COCYIIECTBOBaHUE JIBYX
KOHKYPHUPYIOIINX TOMYJSIUN HEeBO3MOXKHO. [loHOE ke BBITECHEHHE OMHOTO BHJA IPYTHM B IPUPO-
Jie HaOirofaercst KpailHe penko. bormee Toro, kak MmpaBmiio, SKOJOTHYECKHE HHINM Pa3HBIX BHUJIOB HE
COBMAJIAIOT, YTO YMEHBIIACT YPOBECHh MEKBUIOBON KOHKYPEHITUH 3a ONpPENeTIeHHBIN pecypc [[umsipos,
1990]. B 1iemmom ke MIaHKTOHHBIE COOOIIEeCTBa MPEACTABIIIOT COO0H SPKUI IPUMEpP COCYIIECTBOBAHUS
KOHKYPHUPYIOIINX MOMYJISINA B OAHON SKOJIOTHYECKON HUIIIE;, OHU Pa3BUBAIOTCS B JOBOJBHO OIpaHU-
YEHHOM ITPOCTPAHCTBE W MOTPEOISIOT MPEUMYIIIECTBEHHO OTHU M T€ K€ PECYPChI: COTHEYHYIO SHEPTHIO
u MuHepanbpHble coequHenus [Hutchinson, 1961; Jlesny, Makcumos, bynrakos, 1997]. Imenno Takas
CUTyallus MOJIENIUPYETCs MPH ¢p < 1, Korga KOHKYypeHIMS MEXIy BHUAAaMHU ciiabee, 4YeM HX camo-
JUMHUTHPOBAHUE, U B MoAenH (4) CyIIEeCTBYIOT M MOTYT OBITh YCTOMYUBBIMU BCE BO3MOXKHBIE THIIBI
paBHOBECHil B 3aBUCHMOCTH OT 3Ha4€HUI ITapaMeTpoB.

YeioxHeHUe TMHAMUKHU CO00IIeCTBA C POCTOM PeNnpoayKTHBHBIX
MOTEHI[HAJIOB COCTABJIAIONIUX €r0 BU/I0B

PocT penponyKTHBHBIX MOTEHIIMAJIOB BHJIOB, COCTABIISIOIIMX COOOIIECTBO, 3aKOHOMEPHO IpH-
BOJUT K TIOTEpE YCTOWYMBOCTH CTAllMOHAPHBIX TodeKk Moxeiu (4). [Ipu 3ToM BO3MOXKHO pa3pyiieHue
cOoO00IEeCTBa, B TOM YHUCIIE M3-32 MEPErnoTpedIeH s] HETOKCUYHOTO (PUTOIIAHKTOHA 300TIAHKTOHOM.
Jls n3ydeHusi TMHAMHYECKUX PEKMMOB MOJIENIM U COCTaBa COOOIIEeCcTBa U X U3MEHEHHH B pe3ysibTaTe
BapHUallly MapaMeTPOB MCIIOIb30BAIMCH KapThl TMHAMUYECKUX PEKUMOB MPU (PUKCUPOBAHHBIX HAYaIb-
HBIX yCIOBUAX. KapThl morydeHs! cienyromuM o00pa3oM: B KaXKI01 TOUke (COOTBETCTBYIOIIEH OTHOMY
MTUKCEITI0) MJIOCKOCTH MapaMeTpoB BeIModHsIoch 5000 mtepanuii otobpaxenus (4), mo pesyabraTram
nocnenHux 500 MaroB orpeesnsuics Meproj MPeaeIbHOTO UKIIA, U 3Ta TOYKa OKpaIliBaiach B 3a/1aH-
HBIH I[BET B COOTBETCTBUU C IOJYYCHHBIM MEPHOIOM. JOTIOIHUTENBHO B KaXKJIOW TOUKE OMpEeIscs
cocTaB coOOIIecTBa M MPOU3BOIIIUCH COIOCTABIICHNE W HAJIOXKEHHE KapT AMHAMHUYECKHX PEKHMOB
U cocraBa coobmiecTBa. /laiee Ha pHUCYHKaX HEIIONHBIE W TOJHOE COOOIIEeCTBA OTIMYAIOTCS HaJTHYH-
€M IITPUXOBKH Pa3HOTO BUAA (pHcC. 3): YepHast BOJIHA — BBDKMUBAET TOJIBKO TOKCHYHBIA (DUTOIIAHKTOH
(x, > 0); Genast BoHa — COCYILECTBOBAHUE JIBYX BHUIOB (PUTOIUIAHKTOHA 0€3 300IUIaHKTOHA (x, > O,
y, > 0); uepHbIE TOUKH — BBDKHBAET TOJIBKO HETOKCHYHBIN (PUTOIIAHKTOH (y, > 0); Genble TOUKH —
COCYIIECTBOBAaHHE HETOKCHMYHOIO (PUTOIUIAHKTOHA M 300IUIaHKTOHA (y, > 0, z, > 0). OTMeTuMm e1ue
pas, 4To eciv MU 33IaHHBIX 3HAYCHUSIX MapaMeTPOB M HaYallbHBIX YCIOBHSIX Ha HEKOTOPOM LIare ute-
pHupoBaHus B MoJiesin (4) BO3HUKAIOT OTPUIATEIbHBIE YUCIIEHHOCTH HETOKCHYHOTO (PUTOIUIAHKTOHA, TO
3TO COOTBETCTBYET TMOEIM HETOKCHYHOTO (PUTOMIIAHKTOHA C COMYTCTBYIOIIEH IMOENbI0 300IUIaHKTOHA
ot ucromenns. OJJHAKO TOKCUYHBIA (PUTOILIAHKTOH, €CITH €r0 CKOPOCTh pocTa Oorbie 1, mpogomkaer
CYIIECTBOBATh W Pa3BUBATHCA.

Ha puc. 3 (Bepx) mpezcraBieH cocTaB coobmiecTBa (0e3 IeTaim3alui Xapakrepa AMHAMHUKH),
a HWXKEe — KapTa JUHAMUYECKHX PEKHMMOB CO IITPUXOBKOHM, XapaKTEpHU3YIOIIEH COCTaB COOOIECTBa.
MOXHO BHIETh, YTO POCT PENPOAYKTUBHBIX IMOTEHIIMAIOB (PUTOIUIAHKTOHA TPHBOAUT K TOMY, YTO
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HETPUBUAIBHOE PAaBHOBECHE TepsieT yCTOWYMBOCTh, U B pe3yibrare OMQypKaluu yIBOSHHs Mepuoia
pOKIaeTCs 2-IUKJI, KOTOPBIH C pOCTOM 3HAYCHUH Mmapamerpa Takke oudypuupyer. B ntore Habiromaer-
Cs CIIeAyIoIas Iermoyka H3MEHEHUH TUHAMHYECKUX pexkuMoB: 2 —» 4 — 8 — 16 — 32 — ... — xaoc,
IPY 5TOM B OOJIACTH Xa0Ca BO3HHMKAIOT OKHA MEPHOJUYHOCTH (B YaCTHOCTH, 3-IIUKI), KOTOPBIE TaKKe
OUQYPIUPYIOT 1O clieHapuio yaBoeHus nepuona [Ckanenkas, @pucman, [lammpo, 1979]. Ananorud-
HBIA CHEHApHil MOTepH YCTOHYMBOCTH pealn3yercs W Ui MOJYTPUBHAIBHBIX paBHOBecuil (puc. 3,

00J1aCTH CO IITPUXOBKOH ).

(110): x, >0, y, > 0,7, =0 (011): x, =0, y,>0,2,>0 (100): x, >0, y,=0,2,=0
(111): x, >0, y, >0, z, > 0 |- 4 (010): x,=0,y,>0,2,=0 =1 (100): u>1

N~
_—
15 ==

104

20

=== 1 o ‘
1 5 10415 20 1 5 10415 20 1 5 10 A 15 20

E = 5>0>0z=0 %, >0,,=0,2,=0
' ‘ x,=0,y,>0,z,>0 ' ‘ x,=0,9,>0,2,=0

Puc. 3. CocraB cooliiecTBa U KapThl JHHAMUYESCKUX PEKAMOB (HH3). 3apUKCHpPOBAHHBIC TapaMeTphl MOJICITH
Y HayaJbHBIC YCIOBHsI COBMAMAIOT ¢ puC. 2. Uncna COOTBETCTBYIOT [UIMHAM HaONIOIaeMbIX IUKIOB, C — XaoTH-
Jyeckast fuHaMuKa. [lapameTpudeckue 00IacTH, B KOTOPBIX CYIIECTBYCT HEMOIHOE COOOIISCTBO, 3aIlITPHXOBAHBI

OTMeTHM, YTO JIUIIB TIPU CPETHUX 3HAYCHUAX CKOPOCTH POCTa 300TUIAHKTOHA HauOoliee yCTOMH-
YHBO Pa3BUBACTCS IOJHOE COOOILIECTBO, NEMOHCTpUpYOLIee Kackal OudypKauuii yaBoeHus mepruona
C POCTOM PENpOAYKTUBHBIX IOTEHIIMAIOB TOKCHYHOTO M HETOKCHYHOTO (HUTOIUIaHKTOHA (puc. 3, 0).
[Ipu MaibIX 3HAYEHHUAX PEMPOAYKTHBHOIO TOTEHIIMATIA 300IUIAHKTOHA (pHC. 3, a) yBeIMYeHUE TUIOZO0-
BUTOCTH (PUTOIUIAHKTOHA, COITPOBOXKAAIONICECS YCIOKHEHUEM XapaKTepa ero AMHaAMUKH, MOXKET IPUBO-
JIUTh K BEITECHEHUIO 300TUIAHKTOHA U3 COOOIIECTBA U COCYIIIECTBOBAHHIO JIByX KOHKYPHPYIOIINX BUIOB
¢uromnankrona. C Apyrod CTOPOHBI, POCT PENpPOAYKTHBHOIO MOTEHIMANIA 300IUIaHKTOHA (puc. 3, 8)
MIPUBOUT K TIOSIBJIICHUIO B MTapaMEeTPUIEeCcKoM IpocTpaHcTBe (A, B) obnactu, rae u3-3a nepenorpedie-
HUSI HETOKCHYHOTO (PUTOIUIAHKTOHA 300TNIAHKTOHOM BBIMHPAIOT 00a BHIa (KepTBa M XUIIHHUK) H OCTa-
€TCsl TOJBKO TOKCHYHBIN (PUTOIUIAHKTOH. DTO TPOUCXOUT MPHU OOJBIIUX 3HAYCHHUSX PETPOAYKTHBHBIX
MOTEHINAJIOB (PUTOIUIAHKTOHOB. By KapT JMHAMHUYECKHX PEKMMOB yKa3bIBaeT Ha TO, YTO B paccMar-
pUBAaEMOI CHCTeME MPUCYTCTBYET MYJIBTUCTAOMIBHOCTD, T.€. 3aBUCHMOCTh JUHAMHYECKOTO pPEXHUMa
coo011ecTBa U JJaKe ero coOCTaBa OT HauyaJIbHbIX YCIOBUH, TI03KE MBI BEPHEMCS K PACCMOTPEHHUIO 3TOTO
addekra 6oiree OAPOOHO.

PaccmoTpuM, Kak BIMSET POCT PEMpPONYyKTHBHOTO IOTEHIMAa 300TIJIAaHKTOHA (MJIM XHUIIHUKA)
Ha HBOJIONHIO PEKUMOB AMHAMHKHU coobmiectBa (puc. 4). 3aduxcupyeM 3HaAUYCHUE PETNPOAYKTUBHOTO
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HOTEeHLMalla TOKCUYHOIo (PUTOIIaHKTOHA (A) 1 OyzneM HaOmonaTh U3MEHEHHE PEXUMA JTUHAMHUKHU CO-
00ILIECTBa C POCTOM PENPONYKTUBHBIX NOTCHIINAIOB 300IIJIaHKTOHA (W) M HETOKCHYHOTO (DUTOIIAHKTO-
Ha (B). OtMeTuM, 4TO 001aCTh HU3KUX 3HAYCHUH CKOPOCTH POCTA XUIIIHUKA, IIPH KOTOPBIX OH HE MOXKET
3aKpEeNUTHCS B COOOIIECTBE, 3aIITPUXOBaHA «OEI0il BOJHOI, T.€. 3/1eCh 300IUIAHKTOH HE OKa3bIBaeT
BJIMSIHUE Ha BOJIOLHUIO PSKUMOB IMHAMHMKH ABYX KOHKYPUPYIOLUIMX BHIOB (PUTOIIAHKTOHA. OTMETHM,
4TO 3Ta 00JaCTh MPEACTABISICT COO0M COBOKYITHOCTH ABYX obiacTeii: 1) 00nacTb yCTOWYMBOCTH perie-
HUs (6) ¥ PeXMMOB, BOSHUKIINX B PE3y/IbTaTe €ro MOTEPU YCTOHUMBOCTH 4epe3 Kackan Oudypranuit
YABOCHUS: 37IeCh TOKCHYHBIN (DPUTOMIAHKTOH OKa3bIBaeTCsl 00Jiee KOHKYPEHTOCIIOCOOHBIM U BBITECHSIET
HETOKCHYHBIN (DUTOIIAHKTOH; 2) 00JacTh HEIOIYCTHMBIX 3Ha4eHHUH (ee pasmep M Gopma ompeness-
IOTCSl HA4aJIbHBIMHU YCJIOBUSIMH), KOT/JIa IEpenoTpebaeHne MPUBOANT K THOeNN XUIITHUKA U €TO KEePTBHI.
Jpyrumu ciioBamu, B 000MX Cilydasix HaOmonaercs: ru0eib XUIIHUKA U €T0 KEPTBbI, OAHAKO MEXaHU3-
MBI, BeyIINE K JaHHOMY CLICHApHIO Pa3BUTHUS, pa3jinuHbl. B npocTpancTBe napamerpos (w, B) BUIHO,
YTO HeTprBHaAJIbHOE paBHOBecue (10) Tepser ycTOHYMBOCTH depe3 Kackaja Oudypkaruii yaBoeHus re-
puona. Taxoke BO3MOKEH IEPEX0 OT CTALMOHAPHOIO COCTOSIHUSA K KBa3HIIEPUOANIECCKUM KOJICOAHMSIM.
OTMmeTHM, 4TO JaHHAs KBa3UIEPHOAWYHOCTH SABISETCA MYJIBTHCTAOWIBHOM, T. €. BapHalus TEKYyIEero
COCTaBa COOOIIECTBA MOXKET M3MEHHUTH XapaKTEp €ro ITUHAMHUKH, ¥ BO3HUKAET B MOIEJU «XUIIHUK—
JKepTBa», MPEACTaBIAIONed co00H peaylupoBaHHYI0 cucTeMy (4) B BHJE JIBYX ypaBHeHHi Pukepa,
cBs3aHHBIX (hyHKIUEeH Xommmara Il Tuna. Ha pucynke 4, a BUIHO, 9TO IPH HEOOJIBIINX 3HAYCHUAX pe-
NPOAYKTHBHOTO MOTEHIIMAIA XUIIHUKA (W) C POCTOM MapameTpa B B MOJIHOM COOOIIECTBE, TaK JKe Kak
U B HEIOJIHOM, TIPECTAaBICHHOM HETOKCHYHBIM (DPMTOIJIAHKTOHOM M 300IJIAaHKTOHOM (0071aCTh, MpHJIe-
rafomias K OCH OpJIMHAT), peann3yeTcs Kackaa Oudypkanuid yaBoeHus neprona. [Ipu stom ¢ poctom w
00yacTh yCTOHYMBOCTH PAaBHOBECHOTO COCTOSHMA (IO CPAaBHEHHUIO C HEHOJIHBIM COOOILECTBOM X H Y)
HEMHOTO0 yBenuuuBaercs (puc. 4, a, obnacts 1), a 3aTeM Cy)kaeTcs, Kak U 001aCTH CyIIECTBOBAHUS LIHK-
JI0B: Ou(ypKayu yIBOECHUS Meproja U BOSHUKHOBEHHE XaOTHUYECKOH JTUHAMUKH HMPOUCXOJAT PaHBbIIIE.
OTMeTHM, YTO B ciaydae Oosiee BBHICOKHMX 3HAUCHMH Iapamerpa « 00JacTb yCTOHYHMBOCTH HETPHBHAJIb-
HOTO PaBHOBECHS C pOCTOM w pactmpsierca. @opMa obiacTell mapaMeTpHueckoro MpocTPaHCTBa, I/e
Pa3BHBACTCS IOJIHOE COOOILIECTBO, MOXKET CYIIECTBEHHO M3MEHHUTHCS IIPU BapHALMK TEKYILETro COCTa-
Ba cOOOIIECTBA 32 CYET MYJIBTUCTAOMIBHOCTH, BBI3BAHHOW IMEpenoTpeOieHrneM HETOKCHYHOTO (HUTO-
TUIAHKTOHA (V) 300TUIAaHKTOHOM. [Tpw OONBITUX CKOPOCTSIX pOCTa XHITHWKA (Harmpumep, mpu w = 7,5)
C pocTOM B MOXXHO HAOMIONATh MEPexXo/l OT YCTOWYMBOIO CTALIMOHAPHOIO COCTOSHHUS K KOJIeOaHUsM,
BO3HUKAIOIIUM 110 cueHapuio Heiimapka—Caxkepa, koTopele B (ha30BOM IIPOCTPAHCTBE MPEACTABIISIOT
co00i1 MHBapUAaHTHYIO KpUBYIO (pHC. 4, @), 3aTeM OOpaTHBINM Mepexo] K cTaOWIbHON JAWHAMUKE cO000-
IIECTBA U JlaJIee PeasIn3alMIo Kackana Ondypkanuil yIBoeHHUs IepHoa.

[Ipu 66ABIINX 3HAUEHHUSIX CKOPOCTH POCTa TOKCHYHOTO (UTOILUIAaHKTOHA (puc. 4, 6) crabuinusa-
L¥sI IMHAMUKY KOHKYPUPYIOLIEH 3a PECypchbl 4acTy cOOOIIECTBAa HE MPOMCXOAMT, IIOCKOIBKY 00a BHA
(DUTOIIIAHKTOHA JEMOHCTPUPYIOT KojieOaHMs. 34eCh BaKEH MOMEHT, YTO B OTCYTCTBHE 300ILIAHKTOHA
B CHJIy KOHKYpPEHTHBIX B3aHMOOTHOLICHUH (KOTOpBIC B JaHHOM CIllydae PaBHBI) BUJ (DUTOIUIAHKTO-
Ha, 0]l ANHAMUKY KOTOPOI'O IOIACTPAUBAETCSl €r0 KOHKYPEHT, OIPEACNISETCS CKOPOCTBIO POCTa: BeIy-
UK BUJ TOT, CKOPOCTh POCTa KOTOPOTO BbIIIE. B 4acTHOCTH, 3TO M BUIHO Ha pucC. 4, 6, U3HAYAIBHO
HETOKCHYHBIN (PUTOIUIAHKTOH [IOBTOPSET JUHAMHUKY TOKCHYHOIO, YTO U JIEJIAeT HEBO3MOXKHON B paMKax
JTAHHOTO CiTydas CTaOWIM3aluIo: HaOJIONA0TCs 2-CyToOuHbIe KoslebaHus. JlanpHelmuil pocT CKOpOCTH
POCTa HETOKCUYHOTO (DUTOIIIAHKTOHA (B) N3MEHSET CUTYalLUIO, U Telepb AMHAMHKA TOKCUYHOTO (UTO-
TUTAaHKTOHA MOACTPANBAETCs MO/ TUHAMHUKY HETOKCUYHOTO (OCh OP/IMHAT), YTO CONMPOBOXKAAETCS KacKa-
oM Oudypkanuii yIBoeHHs [EpUoa BIUIOTh 10 Xaoca. Tenepb paccMOTpUM Oosiee MoApoOHO, K KAKUM
M3MEHEHHMAM B KOHKYPHPYIOLIEM COOOIIecTBE JIByX BHIOB (PUTOIJIAHKTOHA NPHBOAUT BO3/IEHCTBHE
xumHuKa. [Ipn HeOompIIMX W IMHAMHUKA 300IUIAaHKTOHA SIBHO MOACTPAMBACTCS IOA AMHAMHKY IBYX
KOHKYpPEHTOB, OIHAKO OM(ypKallMy yIBOEHHUS TEepHOAa MPOUCXOIAT HECKONbKO paHbiie (puc. 4, 0).
3TO CBSI3aHO € TEM, YTO 300IIJIAHKTOH M HETOKCUYHBIN (DUTOIIIAHKTOH KOJIEOIIOTCSl B IPOTHBOdA3e, Tak
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KaK XUIIHUK CJeIyeT 3a TUHAMHUKOW YXEPTBBI C 3alla3bIBAaHHEM, U, CJIEIOBATEILHO, MOTIIONICHHE Ya-
CTH (PUTOIUIAHKTOHA 300IUIAHKTOHOM packaduBaeT KojieOaHusl, 0caaliisis KOHKYPESHIIUIO Ha (a3e pocTa
(bUTOTUTAHKTOHA M YCWIIMBasl €€ NPU CHWIKEHWHU ero 4yucieHHOCTH. C ManbHeHIIM pOoCTOM W BIUS-
HUE XHUIIHHUKA/300IJIAHKTOHA Ha (PUTOILIAHKTOH YCHJIMBACTCS, YTO B MTOTE MPUBOIUT K KBAa3HIIEPHO-
JIMYeCKUM KoJIeOaHUsM, T. €. Bo3HHKaeT oudypkamus Heitmapka — Cakepa, Beaymias K (GOpMHPOBAHUIO
WHBAPHAHTHBIX KPUBBIX BOKPYT KaXKIOTO AJIEMEHTa 2-ITUKIA. 371eCh BHIIOM, 3a[Ial0ONUM JUHAMUKY CO-
o0rIecTBa, SBISETCS 300IUIaHKTOH. [Ipn 3TOM Ha Tpaduke MONENBHBIX TpaeKTopuid (puc. 4) BUAHO, YTO
JIMHAMUKA HETOKCUYHOTO (DUTOIUIAHKTOHA U 300ILIAHKTOHA IMPEJCTABISCT COOON JUTMHHOIEPHOIUYC-
CKue KoJeOaHHs, B TO BpeMs KaK TOKCHYHBIN (DUTOIIJIAHKTOH JIEMOHCTPUPYET 3aITyMJICHHBIN 2-THKIL.
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Puc. 4. KapThl TMHAMUYECCKIX PEKUMOB C YBEIMUYCHHBIMHU (parMeHTaMu (CPEIHUH PsT) U MPUMEpPaMH JTHHAMU-
ku. Ha mapamerpuyeckue 001acTi, B KOTOPBIX CYIIECTBYET HEIMOJIHOE COOOIIECTBO, AOMOMHUTEIHHO HaHECEHA
MTpUXOBKa (pacmmdpoBka — B JereHae). 3apUKCHPOBaHHBIC MTApaMETPBI MOJICN W HadalbHBIC YCIOBUSA COB-
maialoT ¢ puc. 2. Yncma COOTBETCTBYIOT JIMHAM HaOMOmaeMbIX IuKioB, C — XaoTHYecKas TUHaMuKa, Q —
KBa3HIICPUOUCCKAs

Jiist Toro 4To0BI MOXYYUTh O0Jiee MOTHOE MPEACTABICHHE O BOBMOYKHOCTH BOSHUKHOBEHHSI KBa-
3UMEPHOINIECKON TUHAMUKA B cucteMe (4), puc. 4 ObLI JIOMONHEH KapTOM TUHAMUYECKUX PEKHMOB,
IIOCTPOEHHOUM B MPOCTpPaHCTBE NapameTpoB (A, B) mpu COOTBETCTBYIOIIMX 3HauyeHUsX w. Kak BHUIHO,
BBICOKHE 3HAYCHHUSI CKOPOCTH POCTA 300TUIAHKTOHA OMPEACISIIOT JUHAMUKY 00OMX BUIOB (PUTOTLIAHK-
TOHA B OTPaHUUYCHHOW O0JACTH TMapaMEeTPUUYECKOTO MPOCTPAaHCTBa, pa30OHBas 00JacTH yCTOWYMBOCTH
pewenuit (9) u (10) Ha 1Be YacTH, 3a CUET YEro C yBEIUYEHHUEM CKOPOCTH POCTa HETOKCHYHOTO (H-
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TOIUIAHKTOHA BO3MOXKEH IEPeXo]] OT CTAlMOHAPHOW IMHAMUKU K KBa3UIIEPUOAMYECKUM KOJIEOaHUSIM
1 00paTHO K cTannMoHapHOW. B ciydae mepuoguueckux KoieOanuii HaOIOmaeTcsi epexol] OT Mepuo-
JUKH K KBasUIEpHoAMKe U oOparHO. Taxke Ha MpHUBEACHHOH KapTe (puc. 4, 6) BUAHO, YTO B 00JIaCTH
HEperyJspHON JTMHAMHUKH XaOTHYECKHE U KBAa3MIEPHOIUYECKHE KOJeOaHUs «IepeMernBaTcsy. OT-
METHM elIe pa3, YTO JaHHas 00JIacTh KBa3HIIEPUOAMKHU SIBISCTCS MYJIbTHCTAOMIBHOH, T. €. HadyalbHbIC
YCIJIOBUSL OLPENEISIIOT, KAKOM U3 PEKUMOB OKAXKETCS IPUTATUBAIOLIIM.
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Puc. 5. KapTel IMHAMHYECKUX PEKHMOB M HPUMEPhI KBA3UIICPUOAMYCCKON AuHAMKKKH. Ha mapamerpuyeckue
0051acTH, B KOTOPBIX CYIIECTBYET HETOIHOE COOOIIECTBO, JAOTIONHUTEIHHO HAaHECEHA IMITPHXOBKA (pacirudpos-
Ka — B JIeTeH/ie). 3a(UKCHPOBaHbl MMapaMeTPbl MOJICNIM U HadalibHBIe yCJIoBUS: w = 3, p = ¢ = 0,3, y* = 0,5,
Xy =Yy = %y = 0,1. Uncma cOOTBETCTBYIOT MIMHAM HAaOMOMAaeMBIX IMKIOB, C — XaoTHYeCcKas AMHamMuka, Q —
KBa3HIICPUOUCCKAS

Jlanee npoaHanu3upyeM, Kak BIHSET POCT MapaMeTpa @, XapaKTepu3yIolero norpedienue Gu-
TOIJIAHKTOHA 300IUIAHKTOHOM (WJIM CpejHee 3HaueHHe KOJIMYeCTBA KEePTB (BBIPAKEHHOE B OTHOCH-
TeNbHBIX €AMHHUIAX), TOTPedIsieMoe OTHONW OTHOCHUTEIHHON €AMHUIEH XWIIHMKA), Ha JUHAMHYECKHe
pexxuMBbl coodmecTBa (puc. 5). [ atoro 3adukcupyeM 3HaYeHUE PENpPOIYKTUBHOTO ITOTEHITHAIA 300-
TUTAHKTOHA, TI03BOJISIOIIEE €My YCTOMYMBO 3aKpernuThcs B coodmmecTBe (w = 3), u Oyzmem HaOmonaTh
M3MEHEHHE PEeXrMa JUHAMUKHA COOOIECTBa C POCTOM PEMpPOAYKTHBHOTO MOTEHIIHATa HETOKCHYHOIO
(urorutankrona (B) u mapamerpa @. OT™MeTHM, 9TO (POPMATEHO IBONIONHIO PEXKUMOB JUHAMUKHA B CO-
o0IIecTBe IBYX KOHKYPHPYIOIIUX BHIOB (PUTOILIAHKTOHA MOKa3bIBaeT npsimast (@ = (), ¢ yBenuueHHEM
3Ha4eHUH « (BIIpaBo Ha KapTte) 3(h(eKT BIMSHUS 300IUIAHKTOHA Ha COOOIIECTBO KOHKYPEHTOB YBEJIUYN-
Baercsi. BrusiHue mapamerpa a cxoxe ¢ 3Q(HeKToM pocTa penpoayKTHBHOTO TIOTEHIMA A 300IIaHKTOHA
(puc. 4): pu HEOONMBIINX @ U A ¢ YBEIMYCHUEM 3HAYCHHI MmapameTpa B (puc. 5, a, 6) peanusyercs
Kackaja Ooudypkanuii ynpoenus nepuona. BusyaiabHO KapThl JUHAMHUYECKHX PEKUMOB OTHOCHTENBHO
3HaYEHUH @ MOXKHO Pa3JelIUTh Ha JIBE YacTH: O MOMEHTa BO3ZHUKHOBEHUS KBa3HUIIEPUOIUIECKUAX KOJre-
Oanwmii u mocie. B mepBoii yacTu KapThl M3MEHEHUE COOOIIECTBA, HECMOTPS Ha pacTyIee MoTpedieHue
HETOKCHYHOTO (PUTOIUIAHKTOHA, OMPEAEIIeTCS XapaKTepoM ero TUHAMHKH U COTPOBOXKAAETCS pacCIlu-
peHueM 00JacTH CyIIECTBOBAHUSI YCTOWYHMBOTO paBHOBecus (puc. 5, a, odmacth 1) B COBOKYIIHOCTH
C Cy’)KEHHEM 00JacTeil MPUTSHKEHHS MIEPUOANYECKUX peleHnid. budypkanmn ynBoeHus neprona nepu-
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OJIMYECKUX PEIIeHH MTPOUCXOIAT paHblle. Bo BTOpoil yacTy KapThl Ipy OONBIINX @ BO3HUKAET oudyp-
karust Hefimapka — Cakepa, U 3/1eCh TUHAMHKa COOOIECTBa YK€ 3aBHCUT OT 300IUTIaHKTOHA. OTMETHM,
YTO 37IECh C YBEJIMUYEHHEM CKOPOCTH POCTA KEPTBBHI BO3MOXKEH IEPeXo] OT KoJeOaHMid K CTallHOHApHO-
MY COCTOSIHHUIO, T. €. XHIIHHK OKa3bIBaCT CTAOMIM3MPYIOLIEee BO3JICHCTBIE HA TUHAMHUKY COOOILECCTBA.
AHaoTHYHBIE U3MEHEHHS HAOIONAIOTCS U B Cllydae TIepHOAMYECKUX KoseOaHui: Oudypranus yasoe-
HUS NIEpUoJia TIPOUCXOANT TTO3XKE.

7, =0,1 X, =0,1 Yo =0,1
Z,
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2,5 2,5
2,0 2,0
1,54 1,5
1,01 1,0
0,5+ 0,5
o Xy ~

T  p— T T 1y0 T T T T T \x()
0,5 1,0 1,5 2,0 2,5 3,0 0,5 1,0 1,5 2,0 2,5 3,0
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Puc. 6. Bepx: OGacceifHbI MPUTSHKEHUS THHAMHUYECKUX PEKUMOB Mozenu (4). B depHol o0NacTH HapymiaeTcs
ycioBue # < 1, 4TO MPUBOAUT K THMOENM 300IUIaHKTOHA (z) M (UTOIUIAaHKTOHA (y) M CTAOWIBHON THMHAMMKE
TOKCHYHOTO (PUTOIIIAHKTOHA (X); OesbIM 0003HaueHa 00I1acTh CYIIECTBOBAHUS ITOJHOTO COOOIIECTBA ¢ KBa3HUIIe-
puoayeckol TuHaMUKOW. Hu3: mpumeps! pa3nnyHoN TUHAMHKU. 3adUKCHUpOBaHbI IapaMeTpsl Mojenu: B = 3,
A=5w=8,005p=¢=03,y"=05

Biansinne HayaJIbLHBIX yc.]IOBI/Iﬁ Ha TUHAMUKRY COOﬁllleCTBa

BacceitHpI TpUTsHKEHUS THHAMHYECKUX PEKUMOB MTO3BOJISIOT H3Y4aTh CTPYKTYpY (hasoBoro mpo-
CTpaHCTBa Monenu (4) B 00JacTsIX MYJIBTHCTA0MIBHOCTH (puc. 6, 7). [IpuMep OacceliHa IPUTHKEHUS U3
oOyiacTi OMCTaOMIILHOCTH, KOTJIa Bapuallysl HA4aJlbHOTO YCIIOBHSI MOXKET MPUBECTU HE TOJILKO K CMEHE
JMHAMHAYECKOTO peKrMa, HO | K JIErpaJialliil COOOIIecTBa, IIPUBEIeH Ha puc. 6. 3HaYeHHS apaMeTPOB
ObUIM BBIOpAHBI TAKUM 00Pa30M, YTOOBI TOYKA pacrojiarajiach Ha rPaHUIlC KBA3UIICPUOAMYCCKOM JAMHA-
MUKH 1 001acTH repernorpedieHus (kapra Ha puc. 4, a). OTMETHM, 4TO IPU TaKUX 3HAYCHHSX ITapaMeT-
poOB (pa30BOE MPOCTPAHCTBO UMEET CIOKHOOPTaHM30BAaHHYIO CTPYKTYPY, HO3TOMY THIT JOCTHUTaeMOro
JUHAMAYECKOTO PeXMMa 3HAYUTENBHO 3aBUCHUT OT Ha4aJIbHOW MJIM )K€ TEKYIeH YHCICHHOCTH ITOMYIIs-
IUH B COOOIIECTBE U MaJeHIliee N3MEHCHHUE TEKYICH YHCIEHHOCTH OJHOW W3 MOMYISIINA MOXKET TpHU-
BECTH K JIeTpaJiallii COOOIIeCTBa, COMPOBOXK/IAIONICHCS CMEHOW JTHHAMUYECKOTO PEXHMa: TIEePeX0IoM
OT KBa3UIICPUOJMYUCCKON JUHAMUKH IMOJIHOTO COOOIIECTBA K CTA0MIIM3AIUH YUCICHHOCTH TOKCUYHOTO
(uTOIUIAaHKTOHA (X) M BBIMUPAHHIO JBYX IPYTHX momyisnuid (v u z). OOpaTuM BHHMaHHWE, YTO TaKOH
CIICHAPHII BO3HUKACT BCIICJCTBHUE TOTO, YTO HETPUBHAJIbHAS HEIOJABHIKHAS TOYKA CUCTEMBI (4) CTaHO-
BUTCSl «HEJOCTIIKUMOI», MOCKOJIbKY Ha HEKOTOPOM IIare UTEPUPOBAHUS BO3HUKAIOT OTPULIATCIIHHBIC
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YHCICHHOCTH HETOKCHMYHOro (urorutaHkToHa. [lo cyTh, B 3TOM TOUKEe MapaMeTPUUYECKOrO MPOCTPaH-
CTBa COCYIIECTBYIOT ycToiumBoe perieHue (10) u KBazumepuogmueckue KoileOaHus, T. €. HadyalbHbBIC
YCIIOBUSI OIIPEACIIAIOT, KAKOH U3 PEXKUMOB OKa)KETCsl IPUTSITUBAIOLIHM.

Ha puc. 7 npeacraBien 6acceiiH NPUTSKEHUSI U3 001aCTH MYJIBTUCTAOMIBHOCTH; 3HAUYCHMS Ia-
paMeTpoB BBHIOpaHBI B TOUKE, MPUHAMIEKAIIEH «OCTPOBKY» KBa3HIEPHOIUIECKON TMHAMMKH (KapTa Ha
puc. 4, 6). 3nech BapuaLusl Ha4aJbHOTO YCJIOBHS, KaK IPaBHJIO, BEIET K CMEHE JUHAMHUYECKOTO pe-
JKUMa B ITOJTHOM COOOIIECTBE: ABYXCYTOUHBINA IUKJI (CHHXPOHHBIE KOJeOaHHs ABYX BHJIOB (PUTOILIAHK-
TOHA U aCHHXPOHHBIC — 300IUIAaHKTOHA) 3aMELIaeTCsl KBa3UIIEPUOANUECKON INHAMUKOHN 300IUIaHKTOHA
¥ HETOKCHYHOTO (PUTOIJIAHKTOHA Ha (poHE 3alIyMIIEHHOTO 2-IMKJIa TOKCHYHOTrO (uToruiankrona. Ox-
HAaKO BO3MO)KHA M JIeTpajialius coOOLIecTBa, KOTOPask IPOUCXOAUT MPH OONBIINX 3HAYCHHUSX HAuaJIbHON
YHCIEHHOCTH 300IUIaHKTOHA.
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Puc. 7. bacceitHpl IPUTSHKCHUS AHHAMHYECKUX PEKIMOB MOJIENH (4) B 00IacTH MyIBTHCTAaOWIBHOCTH. B uepHOit
o0macTu HapymiaeTcs ycluoBUe u < 1, 9TO MPUBOAWT K TWOETH 300IUIaHKTOHA (7) M (PUTOIUIAaHKTOHA (V) C yCTa-
HOBJICHHEM 2-IIMKJIa 10 X; OCJBIM U CEphIM I[BETOM 0003HA4YEHBI 00JIACTH CYIIECTBOBAHMS MTOJHOTO COOOIECTBA
C YCTaHOBJICGHHEM 2-IIMKJIa WM KBa3HINEPHOIMYECKOW AMHAMHUKON COOTBETCTBEHHO (TIPHBE/ICHBI IIPUMEPHI pa3-
JUYHOW TMHAMMKH). 3adUKCHpOBaHbI MapaMeTphl MOJEIHM U HadaibHOe ycioBue: B = 7,168, A = 10, w = 8,
p=¢=03,y"=05,x,=01

ComnocraBienne TMHAMMKHA MO/IeJIbHOI0 cO00IECTBA U TMHAMUKH,
Ha0JII01aeMOi B DJKCIIEPUMEHTAaX

IIpoananu3upyeM KpaTKo BOMPOC O TOM, HACKOJIBKO TUHAMUYECKUEC PEKHUMBI, BO3HUKAIOIINE
B MozeiH (4), COOTBETCTBYIOT KaueCTBEHHBIM CBOWCTBAaM SKCIICPHMCHTAILHON JUHAMUKH COOOIICCTB
(GuTO-, 300IJIAHKTOHA, OMUCAHHBIM B JIMTEpaType. PaccmarpuBasi OTACIBHO IUKJIBI MOMYJISIIIMNA XHII-
HUKa (300IJJAHKTOHA) M €r0 JKePTBBI (HETOKCHYHOTO 300IIAHKTOHA), MOXXHO HAOJIONATh JWHAMHUKY,
XapaKTEepHYIO JUISI MOJIENIN «XUIITHUK—KEPTBay 0e3 yueTa 3BONIOLNH, OnucaHHyIo B [ Yoshida, Hairston,
Ellner, 2004] mist XeMOCTaTOB ¢ KOJIOBPAaTKaMHU U TEHETHYESCKH OHOPOIHBIMH BOJOPOCIISIMU: THHAMHUKA
XUIIHAKA OTCTAET OT TUHAMUKHU >KEPTBHI MPUMEPHO HA YETBEPTH Mepuoaa (puc. 4 u 5, KBa3UIMEPHOAU-
yeckasi AMHaMuKa Ha (parmMenrax ciesa). Kpome Toro, mpumep To4Horo 4-mmkina (puc. 4, ¢pparMeHT
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CIpaBa) MpeJCTaBIsAeT cOO0H MPOTUBO(A3HBIE KOJeOAHUS XUIIIHUKA U )KEPTBBI, TOCKOJIBKY MUK YHCIICH-
HOCTH XUIITHUKA COBMAJACT C MUHUMYMOM YUCICHHOCTH €T0 JKEPTBBI, IIPU STOM OTCTaBAHHUE TUHAMHUKHU
XHUIIHUKA OT TUHAMUKH JKEPTBHI PABHO OJIHOMY TaKTy BPEMEHHU, T. €. YSTBEPTH ITHKJIA.

JluHamuka, BO3HUKAIONIAS TIPH TOBOJIHHO BBICOKOM yYpPOBHE MOTPEOICHUS XUITHUKA, TPUBEICH-
Has Ha puC. 5 (pparMeHT crpasa), IpeACTaBIIeT cO00H JIMHHOTICPUOTUICCKUE TPOTUBO(A3HBIC KOJIe-
OaHUsl XMIHUKA U KEPTBBI, 110 OMKMCAHUIO TIOX0XKKE HA T€, YTO BOSHUKAIOT Ha (JOHE IBOIIFOLIUHU KEPTBbI
B XEMOCTaTax ¢ MHOXXECTBOM Pa3jIMUHBIX TeHOTUIOB Bomopociu [Yoshida, Hairston, Ellner, 2004].

VYuuTteBas, 4TO (PUTOINIAHKTOH HEOAHOPOAEH M IPEICTABICH IBYMs BUAAMH (MM I'€HETHYECKU
pa3nuuHBIME (opMamu), Ha (parMeHTax ¢ KBa3WIEPHOIUYECKOM AMHAMHUKOH puc. 4 U 5 MOXHO 3a-
METUTh, YTO KOJeOaHUs IUIOTHOCTEH (PUTOIUIAHKTOHA NMPOTHBO(A3HBIE, T.€. B CyMMapHOW Ouomacce
(GUTOMIAHKTOHA 3TH KoJieOaHHsT MOTYT KOMIIGHCHPOBAaTh M3MECHEHHS IUIOTHOCTH KOHKYPEHTOB H CO-
3[0aBaTh BUAUMOCTb NPAKTMYECKH CTALMOHAPHOIO COCTOSHUS (pHC. §), IEMOHCTPUPYs TaK Ha3bIBac-
MBI€ CKpBITBIE IUKIBI (cryptic cycles), oOHapyXeHHbIE B 3KcnepuMeHTax (cM., Hampumep, [Yoshida
et al., 2007]), xorma MIOTHOCTH JKEPTB OCTACTCS MPAKTUYCCKHU TOCTOSHHOMN, a IIOTHOCTh XHUIITHUKOB
kosiebnercst. CTOUT OTMETUTh, YTO MPH CYMMHPOBAHUU IUIOTHOCTEH Pa3HBIX BUAOB (DPUTOINIAHKTOHA
HYXXKHO JIeJaTh OOpaTHBIM MEepexoi OT OTHOCHUTENBHBIX IUIOTHOCTEH K aOCONIIOTHBIM, M 37IECh Ha pe-
3yIbTUPYIOIIYIO JIUHAMHKY B 3Ha4MTEIBHOM CTEIEHM MOXKET BIUATH KOJMYECTBEHHOE COOTHOIIECHUE
BUJIOB (DUTOIUIAHKTOHA B cOOOIIecTBe (rmapaMeTpsl a, d U w). TeM He MeHee NPUBEICHHBIN MPUMEp
HaIBIIHO JIEMOHCTPHUPYET BO3MOXKHBIH MEXaHHW3M BO3HMKHOBEHHSI CKPBITBIX IIMKJIOB B COOOIIECTBAX
C HEOJHOPOIHOH YKEPTBOM, KOT/Ia MPOSBISICTCS MAaCKUPYIOIIUH 3P PeKT ObICTPOl IBONIOLUH, CKPBIBAs
TpoduuecKoe B3aUMOJCHCTBHE BUIOB.
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Puc. 8. Tlpumep CKPBHITHIX HUKIOB B MOAENH (4). JlMHAMUKa NPECTaBIeHa B aOCOMOTHBIX MIOTHOCTAX: X — 7,
y — 2,z — £ TlapameTpsl MOZIENIH COBMAAAIOT ¢ (hparMeHTaMu clieBa Ha puc. 4, a u puc. 5, 6. KospdpuuueHTs!
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[IpuMmeHeHMEe anmapara peKyppeHTHBIX YpaBHEHHH ITO3BOJISICT OMHUCHIBATH 3(P(EKTHI 3arma3piBa-
HUSI €CTECTBEHHBIM 00pPa30oM, SBJISISICH AIBTCPHATHUBON HCIIONB30BAHUIO YPABHEHUN C 3alla3[bIBAHUCM,
a TaKkKe KyCOYHO-HETPEPHIBHBIX (DYHKIMHA B MOIU(DHKAIMIX KITACCHYCCKON CHCTEMBI B3aUMOICHCTBHS
(GUTO- ¥ 300IUIAHKTOHA JJIsi MOJICIIUPOBAHUS IIBETEHUS (PUTOIUIAHKTOHA. Ha OCHOBE Ki1acCHUeCKOW JUist
9TON OOJIACTH HMIICOJIOTHH ITOCTPOCHUS MOJCIICH B TaHHOW paboTe MpeioskeHa TUCKPETHAs BO BpeMe-
HU TPEXKOMITOHEHTHAsI CUCTEMa COO0IIEecTBa «(PUTOMIIAaHKTOH—300IIIaHKTOH». PaccMaTpuBaercst coob-
IIECTBO, BKJIFOYAIOIICE 300IUIAHKTOH U JBa KOHKYPHPYIOIIUX 33 PECYpChl BHIA (DUTOIUIAHKTOHA: TOK-
CUYHBI U HETOKCHYHBIM. B3anmoelicTBue JByX BUIOB (DPUTOIUIAHKTOHA OIKMCHIBACTCS PUKEPOBCKOM
MOJICJTBI0 KOHKYPEHITUH, MMO3BOJIIIONICH HESIBHO YYECTh OTpaHWYCHHE POCTa OMOMACChl KaKIOTO W3
BUJIOB (PUTOIUIAHKTOHA, OOYCIIOBJICHHOE JIOCTYITHOCTHEO BHEIIHHX PECYpCOB (MUHEPAIBHOTO MUTAHUS,
KUCJIOpO/ia, CBETa U T.J.). M3bsiTHe (PUTOIIAHKTOHA 3a CUET MMUTAHUS 300IUIAHKTOHOM OITMCBIBACTCS
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Tpoduueckor pyHkiuend Xomnuara Il THma ¢ yueToM HachlLEHUS XUIHUKA, IIPOLECCHl POCTa U BBIKH-
BaHU 300TUIAHKTOHA TaK)Ke 3aBUCAT OT YCHEIIHOCTH MUTAHMSI;, IPH 3TOM MPOIeCcChl THOETH 300TIaHK-
TOHA B PE3yJbTaTe yBEIWYCHUS] KOJMUYECTBA TOKCHYHBIX BELIECTB, BBI3BAHHOIO €r0 BBHICOKOM IIIIOTHO-
CTBIO, BKJIFOUEHBI B IMPOLIECCHI CaMOJIMMUTHPOBaHus. [lpyn MonennpoBaHUy YIUTHIBAETCS CIOCOOHOCTD
(UTOMIAHKTOHA 3AILUILATHCS OT XHUIIHUYECTBA, IIO3TOMY 300IIAHKTOH (XUILHHUK) MOTPEOIISeT TOJb-
KO HETOKCHYHBIA BHJ (PUTOIIAHKTOHA (KEPTBY), @ TOKCUYHBINA (PUTOIUIAHKTOH JIMIIH KOHKYPHUPYET 3a
pecypchbl ¢ HETOKCHYHBIM.

[IpoBeneHHbII aHATN3 CIIEHAPUEB TIepexo/ia OT CTAIIMOHAPHON IMHAMUKH K KOJIEOaHUSAM YUCIICH-
HOCTH COOOIIIeCTBA MOKA3al, YTO MOTEPs] YCTOWYUBOCTH HETPUBHAIBHOTO PAaBHOBECHSI, COOTBETCTBYIO-
IIETO COCYIIECTBOBAHMIO JIBYX BHJIOB (PHTOILIAHKTOHA W 300TUIAHKTOHA, MOXKET MPOUCXOIUTH uYepes
Kackaj] oudypkanuii yqBoeHus mepHoja, Takxke Bo3HuKaeT Oudypkanus Hefimapka — Cakepa, Bemyast
K BO3HMKHOBEHHUIO KBAa3HIIEPHOINYECKHX KojeOaHwil. OTMETHM, YTO Takoe pa3HooOpas3ue clieHapH-
€B 0Ka3aJIoCh BO3MOXKHBIM JIMIIIb B MOJEIH COOOIIEeCTBa, TOrJAa Kak B MCXOJHBIX ypaBHeHUsiX (Puke-
pa), ONMUCHIBAIONIMX JWHAMHUKY Ka)XKIOTO W3 BUIOB, BO3MOXKHA JIUIIb JECTAOMIU3AINS YHUCICHHOCTH
B pe3yibrare Oudypkaiuu ynBoeHus nepuona. [lpeanoxeHHas Moielb IMHAMUKA cooOIIecTBa «(pu-
TOILJIAHKTOH—300IIAHKTOHY [T03BOJISICT HAOIIOaTh BO3SHUKHOBEHHUE JUIMHHOIIEPUOIUUECKUX KOJIeOaHUH
(puc. 4, 5), comacylomuxcsi ¢ pe3yJbTaTaMy HaTYPHBIX AKCIIepUMEHTOB. [Ipu 3TOoM ¢ BIusHHEM 300-
IUTAHKTOHA MOXKHO CBSI3aTh paciiupeHue o0acTu cTabuiibHOM TuHaMuku (puc S, a, oonacts 1) Ha doHe
CYXXEHHUs 00acTell UKIOB: OM(ypKallny yABOSHHS TIepHOa TIPOUCXOT paHblne. Taxke HabIronaeT-
Csl CYLIECTBEHHOE CY>KEHUE OOJACTH XAOTHYCCKON AMHAMHKH MPU BBICOKUX TEMIIaX BOCIIPOU3BOACTBA
HETOKCHYHOTO (hUTOIIaHKTOHA (B) 3a cueT ero nepenorpediieHus 300IUTaHKTOHOM. Bapuanus BHyTpH-
MOMYJISIIIMOHHBIX TAPaMETPOB (PUTO- HIIK 300IUIAHKTOHA MOXKET MIPUBOJUTH K BhIPAXKEHHBIM U3MEHCHHU-
M TUHAMHAYECKOTO PeKUMa B COOOIIECTBE: PE3KHM IePeXoJaM OT PETYISIPHON K KBa3UIEPUOINYECKOM
JIMHAMUKE U Jlajiee K TOYHBIM LUKJIAM ¢ HEOOJBIIUM TEPUOJOM WM JaKe CTAIlMOHAPHOW JTHHAMUKE
(oOpartHas peanm3aius Kackana oudypkanuii ynBoeHUs repuoaa, puc. 4, 5).

OTMeTHM, YTO KBa3HWIIEPUOANYECKAs TMHAMHUKA MOXKET BO3HHMKATh IPU JOCTaTOYHO HEOOJBLINX
CKOPOCTSIX pocTa (PUTOIIAHKTOHA, COOTBETCTBYIOIIMX CTAOMIBHON WM PETYIIpHON JMHAMUKE CO00-
mecTBa. CMeHa JUHAMHUYECKOTO PeXHMa B 3TOH o0sacTu (Iepexos OT PeryisipHON JUHAMHMKH K KBa3H-
MEPUONYECKON 1 HAa000POT) MOKET MPOUCXOANTH 3a CUET BapHallMU HadyaJbHBIX YCJIOBHM WM BHEII-
HEro BO3ACHCTBHS, M3MEHSIOIIETO TEKYIHE YHCICHHOCTH BUAOB U CMELIAIOLIEI0 CUCTEMY B OacceiiH
HOPUTSDKEHUST IPYyroro JTUHaMU4YecKoro pexuma (puc. 7). [Ipu sTom B 007aCTSIX MYJIBTUCTaOMIBHOCTH
BO3MO)KHA Kap/IMHAJIbHAs CMEHA KaK JMHAMHUYECKOTO peXKHMa, TaK M COCTaBa COOOIIECTBA 3a CUET U3-
MEHEHUsI HadallbHbIX yCJI0BUH (puc. 6). lerpamauns coodmecTsa B 00JblIeH YacTH apaMeTPUIECKOro
MIPOCTPAHCTBA MPOUCXOAUT 3a CUET MepernoTpeOseHus KEepTBbl XUITHUKOM, B TAaKOM ClIydae BBDKHBa-
€T TOJIBKO TOKCHYHBIN BHUJ (PUTOIUIAHKTOHA, U PEXUM €ro AMHAMUKU MOXKET KapAWHAJIBHO MEHSThCS,
MOCKOJIBKY OTIpEJIeIIeTCs] 3HAYCHUSMHU TOJBKO €0 COOCTBEHHBIX BHYTPUIIOMY/SAIMOHHBIX apaMETPOB
u OoJsiee HE UCIBITHIBACT HA ceOe BO3ACHCTBHE KOHKYPEHTOB. OHAKO HYKHO MOHHUMATh, YTO THOEINb
JacTH COOOIIECTBA HeNb3s paccMaTpUBaTh Kak OKOHYATENIHOE COCTOsHUE. Yepes HeKkoTopoe BpeMs 3a
CUET BHOBb IIPUHECEHHBIX TCUEHUEM HJIM 300IUIAHKTOHOM KJIETOK (DUTOIJIAHKTOHA MOIYJISAILUS MOXKET
BOCCTaHOBMTHCS, AHAJOTUMYHOE BEPHO U IS 300ILUIAHKTOHA, KOTOPBI MOXKET IOSIBUTHCS U3 COCEIHUX
apeasos.

IIpennokeHHast B JaHHOH paboTe TPEXKOMIIOHEHTHAsI MOZIEJIb IMHAMUKHU COOOIIECTBA C IUCKPET-
HBIM BpPEMEHEM, SBJISISICh JOCTAaTOYHO MPOCTOM, MO3BOMIAET MONYyYUTh aJeKBAaTHYIO TUHAMUKY B3aHUMO-
JEHUCTBYIOIMX BHIOB. B HEll BO3HMKAIOT TMHAMHYECKHE PEXKHUMBI, OTPa)karolllie OCHOBHbBIC CBONCTBA
SKCHEPUMEHTAIBHON JUHAMUKU: MOKHO HaOJIOaTh IWHAMHUKY, XapaKTepHYIO JJIs TUIAHKTOHHOTO CO-
ofecTBa, 6e3 ydera 3BOJIOLMHM — C OTCTAaBAaHMEM AWHAMMKU XMIIHHMKA OT AMHAMMKH XKEPTBBI MPH-
MEpHO Ha 4YeTBepTh mepuosa (mpumepsl Ha puc. 4). PaccMOoTpeHHe IeHeTHUeCKOH HEOIHOPOAHOCTH
(GUTOIIIAHKTOHA, JaXKe B CIy4ae BBIACICHHS BCETO JBYX T'€HETHUECKH Pa3IMuHBIX (DOPM: TOKCHUHOTO
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Y HETOKCHYHOTI'0, [I03BOJISICT HAOMIONATh B MOAEIM KaK JUIMHHOIIEPUOANIECCKUE TPOTUBO(DA3HBIC IIMKIIBI
XHIIHUAKA ¥ KePTBHI (PHC. 5, CripaBa), Tak ¥ CKPBITHIE HUKJIBI (Cryptic cycles), Ipu KOTOPBIX IIOTHOCTh
JKEPTB OCTAETCS MPAKTUYECKH ITOCTOSHHOM, a INIOTHOCTh XUIHUKOB KojeOnercs (puc. §), AEMOHCTPH-
pys BIMSIHHE OBICTPOI ABONIONNHN, MACKHPYIOLIEH Tpopuueckoe B3auMOICHCTBHE BH/IOB.
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