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B pabote mccnemyroTcss 0COOCHHOCTH TPYIIOBOH AMHAMUKH 0COOEH-areHTOB B KOMITBIOTEPHOW MOJCIH
TOITYJISIIINH JKAUBOTHBIX, B3aUMOCHCTBYIONINX MEXITy cO00il 1 C BO3OOHOBUMBIM pecypcoM. Takoro Tuma ITuHa-
MUKa ObUTH paHee oOHapykeHsI B padote [benorenos, Konosanenko, 2016]. MoaenpHas NOMyJISIHS COCTONUT U3
COBOKYMHOCTH ocobeil. Kaxkmast oco0b XapaKkTepu3yeTcsi CBO€H MacCoi, KOTOpasi OTOXKIECTBISIETCS C SHEPTHEH.
B Heli noapoOHO omnrcaHa TUHAMKKa SHEPreTHYecKoro Oananca ocoou. Apeasl 0OUTaHHs MOJEITUPYEMOM TOIy-
JISIIMH TPECTaBIISIET COO0M MPsIMOYTOJIBHYIO 00JIaCTh, HA KOTOPOW paBHOMEPHO MPOU3pacTaeT pecypc (Tpasa).

OnuceIBarOTCs Pa3JIMYHBIC KOMITBIOTECPHBIC SKCIEPUMEHTHI, ITPOBEACHHLIC C MOAECJIBIO TPU Pa3JIMYHbIX 3HA-
YCHUSAX TapaMeTPOB U HAdYallbHBIX YCIIOBHAX. OCHOBHOW HENBIO MPOBEACHUS ATUX BBIYHCIHUTEIBHBIX IKCIICPH-
MEHTOB OBUIO M3YyY€HHE TIPYNIIOBOH (CTagHOM) IMHAMUKH ocoOel. BhIsiICHWIIOCH, YTO B JOCTAaTOYHO MIMPOKOM
JMana3oHe 3Ha4eHWH MapaMeTpoB W IIPU BBEIEHHU NPOCTPAHCTBEHHBIX HEOJHOPOJHOCTEH apeayia IpyIOBOM
THUT TIOBEICHUS COXpaHseTcs. YNCIIeHHO OBLTH HaWeHbI 3HAUCHHS ITapaMeTPOB MOACITBHON MOIYIISAINH, TIPU KO-
TOPBIX BO3HHUKAET PEXKUM IPOCTPAHCTBEHHBIX KoJeOaHWH UUCICHHOCTH. A MMEHHO, B MOJEIBFHON TIOMYIIIINH
MEPUOMYECKH TPYIIIIOBOE (CTaJHOE) MOBEICHNE JKUBOTHBIX CMEHAETCS Ha PAaBHOMEPHOE IO MPOCTPAHCTBY pac-
IpeAeeHne, KOTOPoe Yepe3 ONpeesieHHOE KOIMIECTBO TAKTOB BHOBb CTAHOBHTCS TPYIIOBEIM. [IpoBeneHs! umc-
JICHHBIE SKCIIEPUMEHTHI 110 MIPEABAPUTEIHHOMY aHATU3y (PaKTOPOB, BIMSIONIMX Ha MEpuoJ 3THX pemeHnil. Oxa-
3aJI0Chb, YTO BE€AYIIUMU IapaMETpaMH, BIIUAIOMIMMHA HA 4aCTOTY W aMIUIMTYAYy, 4 TaKXXE Ha KOJIUYCCTBO I'DYIIII,
SIBJIAIOTCS TOABMYKHOCTB 0CO0EH M CKOPOCTh BOCCTaHOBJIEHHS pecypca. IIpoBe/ieHbl YHCIICHHbIE SKCIIEPUMEHTHI
0 MCCIIEA0BAaHMIO BIUSHUS Ha IPYNIIOBOE MOBEACHUE MapaMeTPOB, ONPEACISIONINX HeJIOKAIbHOE B3aUMOICHCT-
BUE MEXIY 0c00siMU Tommy iy, OOHapyKEHO, YTO PEXXUMBI TPYIIIOBOTO MOBEICHUS COXPAHSIOTCS I0CTATOYHO
JUIITENIFHOE BpeMs NPH HCKIIOYeHHH (akTopoB poskraemMocTH ocobeil. IlonTBepxeHo, 4To HEJIOKAIBHOCTh
B3aMMOJICHCTBHS MEXIY 0COOSIMH SIBIISIETCS BeLylel pu (opMHPOBaHUH TPYIIIOBOTIO TTOBEAEHMS.
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The paper investigates the features of group dynamics of individuals-agents in the computer model of the
animal population interacting with each other and with a renewable resource. This type of dynamics was previ-
ously found in [Belotelov, Konovalenko, 2016]. The model population consists of a set of individuals. Each in-
dividual is characterized by its mass, which is identified with energy. It describes in detail the dynamics of the
energy balance of the individual. The habitat of the simulated population is a rectangular area where the resource
grows evenly (grass).

Various computer experiments carried out with the model under different parameter values and initial con-
ditions are described. The main purpose of these computational experiments was to study the group (herd) dy-
namics of individuals. It was found that in a fairly wide range of parameter values and with the introduction of
spatial inhomogeneities of the area, the group type of behavior is preserved. The values of the model population
parameters under which the regime of spatial oscillations of the population occurs were found numerically.
Namely, in the model population periodically group (herd) behavior of animals is replaced by a uniform distribu-
tion over space, which after a certain number of bars again becomes a group. Numerical experiments on the pre-
liminary analysis of the factors influencing the period of these solutions are carried out. It turned out that the
leading parameters affecting the frequency and amplitude, as well as the number of groups are the mobility of
individuals and the rate of recovery of the resource. Numerical experiments are carried out to study the influence
of parameters determining the nonlocal interaction between individuals of the population on the group behavior.
It was found that the modes of group behavior persist for a long time with the exclusion of fertility factors of
individuals. It is confirmed that the nonlocality of interaction between individuals is leading in the formation of
group behavior.
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1. BBenenue

MozenupoBaHue NPOCTPAHCTBEHHO-BPEMEHHOW NTUHAMUKU MOIYJSIHH, UCXOIS M3 OCOOEHHO-
CTell MHAWBUAYAIBHBIX KOJIOTO-(GU3UOJIOTUIECKUX M 3TOJOTMYECKHX XapaKTEPUCTHK OcoOeil, B Ha-
cTofIIee BpeMsl ABISETCS OJHOM M3 aKTyalbHBIX 3a]a4 MOMYJIALUOHHON 3Konoruu. Takoro ponaa mMo-
JeNU B psfie CIyvaeB NPEACTaBISAIOT OONBIION MpakTHYECKUH WHTEpec, HallpuMep MpH aHAIM3e aH-
TPOTIOTEHHBIX HATPY30K Ha 3allOBEIHBIE U 0000 OXpaHseMble TeppuTopuu [Musiani et al., 2010].

HcTopuyecku Mozaeny MOMyJISHUOHHON SKOJIOTHH ONMPAIUCh HA aHAJIOTHH, 3aUMCTBOBAHHBIC U3
XUMHYECKOH KUHETHKH. Pa30BBIMHU NMEPEMEHHBIMH B TaKUX MOJEISAX SABISUIMCH YHCIEHHOCTH (IIJIOT-
HOCTH) 0co0eil. MareMaTH4YeCKiM amnmapaToM B TaKUX MOJENSIX ObLITNM OOBIKHOBEHHBIE AU(QepeHIn-
aJbHBIC YpaBHEHHS, TaK HA3BIBAEMBIH «BOJLTEPPOBCKUin»y moaxon [Ceupexes, Jloroder, 1978; ba-
3p1kuH, 2003]. B pamkax 3Toro moaxoja yJaaloch Mo-HOBOMY B3IVIIHYTh Ha Mpolecc GOpMHPOBaHUS
TaKuX SIBJICHUH, KaK BCTBIIIKNA YHCICHHOCTH HACEKOMBIX, MPOCTPaHCTBEHHO-BPEMEHHBIC KOJIeOaHuUs
YHCJICHHOCTH XHBOTHBIX, 00pa3oBaHUE CKOIUIEHWH 0coOei, YTO MpeAcTaBiseT OOJBIION HaydHO-
npaktuyeckui naTepec. Ceifuac Al ONMCaHMA 3TUX SBJICHUH MCIOIbB3YIOT pa3IuyHble MaTeMaTHye-
CKHe MmoaxoJbl. B HacTosIiee BpeMs MPOCTPAHCTBEHHBIE ACTIEKTH AMHAMMKH MOMYJIALUNA ONHUCHIBA-
IOTCSI, KaK TPaBWJIO, YPAaBHEHUSIMHU B YACTHBIX MPOU3BOAHBIX MapaboINdecKoro Tuma (0ObIYHO peak-
mus—aud pysus) [CeupexkeB, 1987; Paszxkepaitkun, 2010]. B pamkax Takux MoOIeNeH H3ydaroTCs:
ABTOBOJIHOBBIC pEIIEHUs, TUCCUNIATHBHBIC CTPYKTYpPHI, NMPOCTPAaHCTBEHHBIC KonebaHus. Pexe wc-
MOJIb3YIOTCA TaK Ha3bIBAEMbIE KOMIIAPTMEHTAJIbHbIE MOJIENIM, OCHOBAHHBIE HAa TUCKPETH3ALMH apeaja
oOuTaHus, a B KauecTBe (Pa3oBBIX NMEPEMEHHBIX OepyTcsl 3HAU€HMs, IOJIYUYECHHBIE OCPEJHEHUEM II0
BbIJIETICHHBIM y4YacTKaM YHCIeHHOCTH momyisiiuii [baseikun, 2003]. [{ns y4era HesloOKaJIbHBIX B3au-
MOJEHCTBUH HCIIONB3YIOT HHTETpalibHbIe ypaBHeHU [Lee et al., 2001; Mac Nally, 2000]. Cepbe3Hbim
HEIOCTaTKOM IEPEUMCICHHBIX BBIIIE MOJENIEH SBISETCA TO, YTO MapaMeTphl U (YHKIHUH, MOJCIHU-
pyrolue aeMorpaduyeckue Ipolecchl M IMPOLECChl NPOCTPAHCTBEHHBIX IE€PEMEIIEHUil ocoOei,
a TaK)Ke B3aMMOJEWCTBHE MEXIY HUMH HE TO3BOJSIOT YUUTHIBATh (PH3HOJIOTHUYECKHE OCOOEHHOCTH
ocobell pa3IM4HbIX BUAOB. Takxke 3aTPyIHUTEIBHBIM OKa3bIBACTCS OLICHKA 3HAUYCHUH 3TUX MapaMerT-
POB, UCXOJS U3 IOJIEBBIX (HATYPHBIX) 3KCIIEpUMEHTOB. COBPEMEHHBIE HKCIIEPUMEHTANIbHBIE TEXHOJIO-
THH TO3BOJISIIOT JIOCTATOYHO TOAPOOHO HAOMIOAATh 32 TOBEACHHUEM J>KMBOTHBIX B €CTECTBEHHBIX
YCIIOBHUSX M B KaKOW-TO CTENEHH BHICKAa3bIBAaTh T'MIIOTE3Bl O MPHUYMHAX TaKOrO TMOBEACHUS, HO 0e3
(hopMabHOIO MaTEMAaTUYECKOI0 WM, CKOpEe, KOMIIBIOTEPHOT0 MOAEIMPOBAHUS IBIDKEHUS 0coOei
HE yJaeTcs IeJIOCTHO MpOoaHaIM3UpOBaTh UMeromueca qaHHsle. Ha puc. 1 B kadecTBe nmpumepa xa-
pakTepHOTO IBUKEHHUS OcoOell MpHBeleHbl HATYpHbBIE AaHHBIE MO ABWXKeHHIO Kabapru (Moschus
moschiferus), mogyyeHHbIE OJHUM M3 aBTOPOB METOJOM MHOTOCYTOYHOTO TpomjieHHs B CHXOT3-
ATNMHCKOM 3allOBETHUKE.

B xakoMm-To cMbIcie anbTepHATUBHBIM MOIXOJOM HEMPEPHIBHOMY OIMCAHHIO AWHAMUKH TIOIY-
JSIUM SIBISIETCS areHTHOE, WHIUBUAYAIbHO-OPUEHTHPOBAaHHOE MOJEIMPOBAaHNE, OCHOBAaHHOE Ha HC-
[0JIb30BaHMM JUCKPETHOIO OMMCAHMA. ATEHTHbIE MOJEJIN ACHCTBUTEIILHO MPEICTaBISAIOTCS YPE3BbI-
YaifHO WHTEPECHBIM 00BEKTOM HccieoBanus. OHU MOTYT TIOPOXKAATh Pa3HOOOpa3Hble TUHAMUYECKHE
pexxumbl. C TOMOIIBIO TAKOTO MOAX0/Ia IOCTATOYHO JIETKO (POPMaIU3yIOTCs IOHUMaeMble OnoioramMu
IMIIUPUYECKHE 3aKOHOMEPHOCTH, CBA3aHHBIC C ONUCAHWEM >KH3HEHHOTO LMKJIA 0coOeil, MX B3auMo-
JIEHCTBUS MEXIY COOOM, a Takke C OKpYyKaromen cpemoit. OHU JIETKO alTOPUTMHU3YIOTCS, TTOCKOJIBKY
caM IpOLECC CO3/IaHUs TaKMX MOJEJEH 3akKio4aercs, 10 CyTH, B CO3JaHUHU alIrOpuTMa M3MEHEHHH
COCTOSIHUSI MOAETIHNPYEMBIX 00beKTOB. CaMblii Cephe3HbIl X HEIOCTAaTOK CBSA3aH C MPAKTHYECKH I10JI-
HBIM OTCYTCTBHEM AHAIUTHUYECKHX METOJIOB UCCIICAOBAaHMUS MOJEJCH, YTO BBI3BIBAET TPYAHOCTU IPU
aHaJIN3€e MOJYyYaeMBbIX Pe3yJIbTaTOB BBIUHNCIUTEIBHBIX IKCIIEPUMEHTOB.

B nmanHoii paboTe 4HCIEHHO UCCIeTyeTcs ONPEACTCHHBIA THIT PEILICHUH, KOTOPBIA MBI Ha3bIBaeM
IPYNIIOBBIM MJIM CTaJHBIM, OOHAPY KEHHBII B areHTHON MOJIEIIH «PECypC—II0TPEOUTENbY, KOTOpasi Obl-
Ja TIpeaio’keHa apropamu panee [benorenos, Konopanenko, 2016]. B monenn monapoOHO onuchIBaeT-
Csl KM3HEHHBIH UK ocoOell. OCHOBHON NMEpeMEeHHOH, OMUCHIBAIOIICH COCTOSHUE O0COOH, SIBISIETCS
«Macca—3HEepTrHsk» 0COO0H, KOTOpasi TPAKTYETCs KaK SHEPTHs WK )KU3HEHHOCTh OCOOH.
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Puc. 1. Tpaekropuu NBHXXECHUS HECKOJIBKHX 0co0eil kabapru (IMyTH pa3HbIX Kabapor MOKa3aHbl pa3HbIM LBETOM)
B CHXO0T3-AJIMHCKOM 3arlOBEIHUKE 110 JaHHBIM TPOIUICHHH ¢ HOs0ps 2014 r. no Havana siHBaps 2015 r. I{BeTHas
BEpcHsl PHCYHKa JIOCTYIIHA Ha calfTe )KypHaja

OCHOBHOH LENBI0 MOJENUPOBAHMS SIBISICTCS M3YUYECHHUE BIMSHHS Pa3IMYHBIX SKOJIOTO-(HU3HO-
JIOTMYECKUX ITapaMEeTPOB, OMUCHIBAIOIINX 0CO0b, a TAKXKE XapaKTEPUCTHK pecypca Ha (GpopMupoBaHUe
TPYIIOBOTO MPOCTPAHCTBEHHO-BPEMEHHOTO peXXMMa IMOBEACHUS MOMy sIIuy. JlaHHOe MccleoBaHue
XapakTepa BO3MOXKHBIX PEIICHHH KOMIBIOTEPHOW MOJETH HEOOXOAMMO KakK MpeABApUTENbHBIN ATall
IUISL KCIIOJIb30BAHUS €€ B KaUeCTBE OCHOBBI CO3JaHUSI KOMIIBIOTEPHOIN MOJIENM, ONUCHIBAIOIIEH IUHA-
MUKY PeajbHbIX IOIYJIALUIL.

2. Onucanue MoaeIu

MojenbHas KOMIbIOTEpHAs MOMYJISAIUS COCTOMT M3 COBOKYITHOCTH ocoOeli-areHToB. Kaxmas
0Cc00b XapaKTepU3yeTCs CBOCH MacCOi, KOTOPYIO MBI TPAKTYEM PACHIMPEHHO, @ UMEHHO: MBI CUHTAEM,
YTO OHA TOXIECTBEHHA SHEPTUHU U TPATUTCS MPHU Pa3TUIHBIX (U3NOIOTHIECKHUX MPOIleccax, TAKUX KaK
NBIDKEHUE, PA3MHOXKCHHE U IPYTUX. B MOJENN yIUTHIBAIOTCS YHEPTo3aTPaTHBIE MPOIIECCH: OCHOBHOM
MeTaboJIM3M, SHEPreTUUECKUE 3aTPaThl HA TICPEMEIICHUE, POXKICHUE U BhIKAPMIMBAHHE TOTOMCTBA,
YUHUTHIBACTCS U3MEHEHHE «3HEPro3(pPpeKTHBHOCTIY (HYHKIIMOHUPOBAHHUS IIPH CTAPEHUH 0COOH.

Apean oOWTaHHS MOIEITHPYEMOW TOIYJIAINH, Ha KOTOPOM IPOM3pacTaeT pecypc (Hampumep,
TpaBa), SBISAETCS MPSIMOYTOIBHON IeI0YNCIIeHHON pemtetkoit (I =1,...,L, j =1,...,F). Cuutaercs, 4to

KOJIMYECTBO pecypca B KOKA0H TOUKe OrpaHUueHO NpeaeabHbIM 3HaueHneM H. [Ipu ero yMeHbIIeHUH
3a CYeT BbleJaHUs 0COOSMH MOMYJIALUN OH C MOCTOSHHON CKOPOCTBIO 332 TakT K BOCCTAHABJIMBAETCS
JI0 TIPEIETPHOTO 3HAUEHHUs. Y paBHEHUS pOCTa pecypca MMEIOT BH

ij ij Pl

I m, +K —49; ,
m;”’, = min oy

H-6.,

L . =i, ]
e m,"’ — KOmM4ecTBo pecypca B TOUKe (i, /) B MOMEHT BPEMEHH £, & 0, — N0 U3BATHS Pecyp-

ca, eclid B Touke (i, j) B JAaHHBIA MOMEHT €CTh OCOOH.
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B apeaji€¢ HaXO0AUTCA HCKOTOPOC MHOKCCTBO MOABHIKHBIX ocobeii. Ka){()laﬂ 0CO0b OMHUCHIBACTCS
CJICAYIOIIUM BCEKTOPOM COCTOSIHHMA B MOMCHT BPCMCHU t KOOpAuHaTaMn B apeajic (l,]), BO3pac-

. T . N
TOM 7, Maccod ny . MCmonb3ys JaHHbIe HATYPHBIX UCCIIENOBAHUM (METOAAMH TPOIUIEHUH, BU3yallb-

HBIX HaONIOEHUH 3a psAaoM BUIOB 3Bepei [3aiies, 1991; 1992, 1996, 2002]), cBHAETENHCTBYOIINX
0 INCKPETHOM, BEKTOPHOM CTEPEOTHIIC TIEPEMEIICHUs 3Bepel, MBI BBEITH B MOJENb IMTOKA3aTellb pa-
JMyca WHIVBUIYaIbHOW TOJBM)KHOCTH R (MakKCHMMajbHOE PAaCCTOSIHHE, IMPEO0JIeBacMOe OCOOBIO
3a O/IMH TaKT), a TaKXke paanyca o030pa r — mapamerpa, HEOOXOAMMOTO ISl OMHMCAHUS JEUCTBUI
oco0eli-areHToB TpHu OOHAPYKEHWH M MOCTIDKCHWU IHUIIEBBIX 00BEKTOB. B Mozenu cumraercs, 9To
paanyc WHAMBHUIYAJIbHOU MOABMKHOCTU M PaNyC 0030pa MOCTOSIHHBI )i BCEX 0CO0CH M HE 3aBHCST
OT BO3pacTa. YUUTHIBAIOTCS CIICAYIONINE MPOIECChI, MEHSIONUE COCTOSHIE 0COOU: POXKIACHUE, CTape-
HUE, TOTpeOIeHNe pecypca, THOEb, IepeMeIIeHre 1Mo apeary. PaccMoTpuM, Kak U3MEHSIETCS COCTOS-
HUE 0COOH B pe3yJIbTaTe BBIMICU3IOKECHHBIX TPOIECCOB.

[Iporecc crapeHus yBeNIMYHMBAET BO3PACT OCOOM B KaXAOM IMKJIEC Ha enuHHIly. [Ipomecc mo-

i,j .
Tpebnenus pecypea (6, ] ) 3aBHCHT OT BO3pacTa M TeKyIieil Maccel. B Mojenu cuuraercs, 4To ¢ BO3-
pacTroM HoTpebIeHre pecypca YMEHbBIIAETCSl B COOTBETCTBUHU C BHIPAXKEHUEM

ij
. S T

i — Liphi| 1 — LT
0 =Cm’'n11 1 7 1 ,

N
rne C,,T, N — HEKOTOpble IOCTOSIHHbIE, XapaKTePU3yoLIe (U3HO0IOTUIO PACCMaTPUBAEMBIX XKH-
BOTHBIX (C; — KO3 (UIMEHT, YUNTHIBAIOMINI SHEPIreTUUECKYI0 LIEHHOCTh pecypca, I — Ipeeib-

HBIM Bo3pacT, N — mpenensHas mMacca). Cunurtaercs, 4yTo rudenb ocoOu onpesensercs yCIOBUeM He-
focTatka «dHeprumn» (pecypea) (n, . <0), Koropas HeOOX0AUMa [UIsl OAEPKAHNUS 3aTPAT HA OCHOB-
b

HOMl Mmetabomm3Mm. Ilporecc poxaeHuss ocobeit B Moaenu ommcaH cheAyommMm obpasom. Ilo
JIOCTHKCHUU OIPEJICIICHHOT0 pa3Mepa 0co0b B COOTBETCTBHUH C pacmpezesicHueM bepHyu co cpen-
HUM 3HaYCHUEM ¢ CIIyYailHBIM 00pa3oM MOPOXKAAET APYTYI0 0cOOb HYJIEBOTO BO3PACTa M HMEIOIIYIO
TPETh MacChl MATEPUHCKON OCOOH, MPU 3TOM MaTepUHCKas 0COOb TepseT MOJOBHHY CBOSH TEKyIeH
Macchl, KOTOpasi TPATUTCS Ha BhIKAPMITUBAHUE MOTOMCTBA. [lepeMeriienne ocobu S 3a ofMH BpeMeH-

HOW TaKT OrpaHMYMBAETCS PAJUYCOM HHIMBHIYaIbHOW aKTUBHOCTH (S < R), TpU ITOM TepsieTcs
gacThb «Heprum» Cyn, S, uMeromencsa y ocodu (06 anropuT™e BbIOOpa HANIPaBIICHUS IIEPEMEILCHUS

6YZ[CT CKa3aHO HI/I)KG). ypaBHeHI/IC Oananca «OHEPrum» 3arucCbiBaACTCA CJICAYOINM o6pa30M:

t+1,7+1

ij
k,m _ i,j i) B 1T
n =n,, + 0’ — Cn, S—an, = - <) —2 ,

iJ

i,jﬁ o nt,T
rae C,n, S — 3aTpaThl Ha IepeMelleHNe, N, — 3aTpaThl Ha OCHOBHOIT MeTabommsm, A(S )7 —
3arpaTsl Ha poxaeHne (A({)=1 — IpouCXomUT POXKICHHE B MOMEHT BPEMEHH ! = ¢, B IPOTHBHOM

cirydae A(S) =0). B Mogenu cuuraercs, 4To poKAEHHUE MPOMCXOAUT B CpETHEM OAWH pa3 3a HEKOTO-
Pl Ieprosl BpeMEHH. AJNTOPUTM BBIYMCIICHUS! 3HAUCHUH HOBBIX KOOPAMHAT 0COOW k, m TpH mepeMe-

meHuU OyJIeT OTIIMCAHO HUXKE.
B mporpamme pomyckaercs, 4yTO B y3jJ€ MOXKET OJHOBPEMEHHO HaXOAWUTHCS HECKOJBKO OCO-
oeii (Lk). B aTom cimydae QpyHKIMSI U3BATHS pecypca UMEET BH]

A Lk
é"] N g
= tl s
=1
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[epeiinem Kk onucaHUIO adropuTMa mepeMerieHust ocodbeil. B Monenu npenmnonaraercs, 4To Cy-
IIECTBYET JBa (pakTOpa, BIMSIOIINX HA JBHKCHHME. DTO MUIEBas aKTUBHOCTh M aKTUBHOCTb, CBSI3aH-
Hasl ¢ B3aUMOJIEHCTBUEM C IPYTUMH OCOOSIMH, T. €. C COIIMAILHBIM TIoBefeHHeM. [locienHee B3anmo-
JIeHCTBHE B JalibHEHIIIEM OyeM Ha3bIBaTh COLIMATbHBIM.

ANTOpPUTM MHIICBON aKTHBHOCTH 3aKIIIOUaeTCs B clieayronieMm. Ha kaxaom takre paboThl MOJIe-
JM 0CO0b OTIpeeNsieT ONMKAWIINI K Hell yd9acToK, Ha KOTOPOM HaxomuTcs pecype. [Ipudem «anamm-
3upyeMas» TepPHUTOPHS BIMCBIBAETCS B KPYT pamumycoM o63opa 7. OcoOb mepexoanT Ha HaWIeHHBIH
Y4acTOK, €CJIM OH OJIVDKE pajinyca WHIUBUAYAIbHON aKTUBHOCTH R, MHAa4Ye CABUraeTcs Ha R B €ro Ha-
MpaBJICHAH (CUMTAETCSA, YTO BCETJa CIPaBeUIMBO HEPABEHCTBO R < 7). Ecmu pecypca mobau3zoctu

HET, BRIOMpAeTcs ClIy4aiiHOe HallpaBJICHHUE.

ConpanpHoe mepeMelnieHre 0Co0H BO3MOXKHO, €CITH €€ Macca IMPEBBIAcT HEKOTOPYH MHHHU-
MaJIbHO (PUKCUPOBAHHYIO BETMYHMHY, TO €CTh 0COOb HE HCTOIIEHA ToNoa0M. [ MOAETHPOBAHUS CO-
[UaJTbHBIX B3aMMOJICHCTBUI MBI HCIOIB30BANHN MPEJCTABICHUE O COIMATBHBIX auctaHnusax [Hediger,
1961; Backun, 1976; MacBride, 1976; Syme, 1979], npenctaBisiomux coool B 00IIeM BHJIE HEKOTO-
pBIe KPUTHYECKHUE PACCTOSHUS MEXKIY 0COOSIMHU (WITH WX TPYIIAMH), CBSI3aHHBIC ¢ XapaKTEPOM COIH-
anpHOro KoHTakTa. CONMMKEHNE HA MEHbIIIEE, YeM HEKOTOpPhIC U3 3TUX JUCTAHIUHA, PACCTOSIHUE MPO-
UCXOIUT TIpU (OPMHPOBAHUH OCOOSIMHU YCTONYMBOW TPYIIIBI, HAPUMED TPU MATEPUHCKO-IETCKHX
OoTHOLICHUsIX. HekoTopoe MpoCTpaHCTBO BOKPYT Ka)KAOH 0COOM M MX TPYIIBI B OOBIYHBIX YCIOBHIX
ObIBacT CBOOOJHBIM OT JPYTUX COIMAIIBHBIX MAPTHEPOB, KOTOPHIE IS OMO3HABAHUSA APYT Apyra He-
penko cONMMKAIOTCS Ha COIMATBHYIO JHUCTAHIUIO, 3aT€M BCTYMAIOT B OoJiee OJIM3KHE KOHTAKTHI WU
yX0AT. BO3MOKHOCTh arpeCCHBHOTO KOHTaKTa MPH TaKOM CONMKEHHM, HApUMep B Claydae KOH-
GnukTOB Mexy camuamu socs (Alces alces), kabana (Sus scrofa), kocymu (pon Capreolus) u gpyrux
B OpavHbIi TIEpHOJ, HA JAHHOM 3Talle MOJICITMPOBAaHUS HE YUUTHIBAIN. B MoJieNn Takke y4TeHO, YTOo
colMajbHOE B3aUMOJICHCTBHE B IpyNIax 3Bepei, HanmpuMep kabaHos [3aiiies, 1996, 1996a], hopmu-
pyeTcs mpek/ie BCEro Ha OCHOBE KOHTAKTOB KaKUX-JIHOO IBYX 0co0el (T. €. MOomapHo).

Hcxons u3 JaHHBIX MPEANOCHIIOK, B MOJIETIM B OKPECTHOCTSX KaKIOH 0COOU BBIJICNICHEI IBE KPY-
rOBbIE OKPECTHOCTH (30HBI), UMeromue paguycsl A, u A,. Ecmu gpyras ocoOb HaxomuTcs BHYTPH

Kpyra paguycoM A;, TO OHM M30€raroT NpuOIMKaTbes APYT K APYTY, a €CJIM BHYTPU Kpyra panuy-
coM A, — cTpeMaTcsa NpHOIU3UThCA ApYT K Ipyry. Eciau cripaBeymBo HEpaBeHCTBO A, <A,, TO CuH-

TacTCA, 4YTO B MOIMYJIAIUA 0co0el HET KOMITAKTHEIX rpymni ¢ MUHUMaJIbHBIMU COLIMAJIbHBIMU AUCTAH-
nusIMHA, HalIpuMeEp ceMell JKUBOTHBIX. A ecln peaIn3yeTCsd HEPAaBECHCTBO IMMPOTUBOIIOJJIOXKHOI0 CMbICJIA,
TO CUHUTACTCH, YTO TAKHC I'pYIIbl CYHMECTBYIOT, a UMCHHO, OCO6I/I, HaxoAmuecsa psaaoM, CTaparOTCa
COXpaHUTh CBOIO omu3ocTh. K «HYyKaKaM» OTHOCATCH OCO6I/I, Haxosa1uecsa BHE Kpyra paanyCcom Al .

Brinenenue B MoJenu paanycoB B3aUMOAEHCTBUS 0coOei Hanboliee COOTBETCTBYET pe3yJIbTaTaM
W3YYEHHUSI CUCTEMBI COIMAIHHBIX MM KOMMYHHUKATUBHBIX TUCTAHIINN, KOTOPHIE MTPH B3aUMOJICHCTBUH
oco0elt 1o Mepe ymajeHuss UX OpyT OT ApYyTa, HalpuUMep y Jiocs, kabaHa, GOPMHUPYIOT TPUTTEPHYIO
CHCTEMY C YepellOBaHUEM YCTOWYHMBBHIX TOJIOKEHHH (B 3TOM cilydae OCOOHM MOJIEPKHBAIOT MEKIY
co00if ompeieNIeHHbIE TUCTAHIINN) M HEYCTOWYHMBBIX (0COOH OBICTPO MHHYIOT 3TH HHTEPBAIIBI) OCOOBIX
TIOJIOKCHHH, CMEIaeMBbIX M HHBEPTUPYEMBIX B Pa3HBIX yCIOBUAX [3aifmes, 1992, 1996, 1996a]. JlaH-
Has cucTeMa AMCTaHIMI B HEKOTOPOil Mepe 00YyCIOBIUBAET pacrpeeseHlne 0co0eil u rpymmn B MECTO-
oOuTaHMsIX, HATIPUMED JIOCeH 1Mo macTOuILy B Jiecy [Zaitsev, 2012]. [TomoOHbIE «ITPUTSKEHUE» U «OT-
TaJKUBaHUE» B MOJIENIM OIMCHIBAIOTCA 33JaHUEM M3MEHEHHS PaCCTOSHUS MEXIy 0coOsiMHA Ha (UKCH-
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POBaHHBIE BEJIMYUHEI ¢ U A, COOTBETCTBYIOIINE MPUTHKEHUIO W OTTAIKHBAHHUIO, KOTOPEIE MBI B Jallb-
HelfimeM OyZieM Ha3bIBaTh MOTEHIMATIAMH TPUTSDKEHUS M OoTTankuBaHda. CoIMalbHOE B3aMMOIEHCT-
BUE B TpyNIax 3Bepei, Hanpumep kabaHoB (Sus scrofa) [3atiues, 1995], nporcxoaut oObIMHO TMOIIAp-
HO. B Mozenu mpezmonaraeTcs, 4To UTOTOBOE CMEIIEHHE KaXXI01H 0COOU SIBIISIETCS CYMMOW CMELeHUI
KO BCEM OCTAJIbHBIM OCOO0SM 3a TakT MO BBIIIEOMUCAHHOMY 3aKoHY. [IpenoxeHo, 4To uToropoe cMe-
IMeHNe KaXI0W 0COOH SBIISETCS CyMMOW CMEIICHUH OTHOCHTEIHHO BCEX OCTANBHBIX 0COOEH 3a TakT
0 BBIIICONIMCAHHOMY TIpaBIiTy. 3HaUe€HHE HOBBIX KOOpAMWHAT 0co0u k, m 3amaercs pyHKIUEH

. R
post](z,])+—l sm!, ‘smtl >R,
! sm
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/e PR
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3neck pos. (i, j) — To3uIMsA 0coOGu [ B MOMEHT BPeMEHH f, paBHas kKoopyuHatam (i, j), R —

MaKCHMasbHas [UIMHA TIPBDKKA, dis’™® — HadaabHOE PACCTOSHUE MEXIy [epeMermaeMoil (OCHOBHOI)

/

0c00BI0 U Ipyroi 0coOblo, sm, — HUCKOMOE cMelleHne, Ly — olliee KoIu4ecTBo ocolei, ydacT-

BYIOILMX BO B3aUMOJICHCTBHH.

Hrorosoe mnepemelieHue, ONPENEIIEMOE COBMECTHBIM BIMSHUEM IHUIIEBOTO U COLUAIBHOTO
HEepeMEIIECHUs], YCTAHABIMBACTCA 10 CIENYIOMEMY IPaBIIy: €CIM Macca 0coOM MEHbIIE HEKOTOPOil
MIOPOrOBOM BEIUYMHBI M, TO NEpeMENICHUE ONPEAEIIETCS TOJIBKO NUINEBOM aKTUBHOCTBIO, & €CIU
Macca IPEBBIIIAET 3TO 3HAYEHUE, TO IIEPEMEILIEHUE ONPEIEIIETCS TONBKO COLUAIbHON aKTUBHOCTBIO.

3. Onucanue 4YNCJIEHHBIX IKCIEPUMCECHTOB

Mogens Oba peanu3zoBana B cpene MatlLab. ITporpaMma mo3BoJjisieT HU3MEHSATh BCE MapaMeTphI
MOJIEITH, BKJIFOYAs pa3Mephbl Y4acTKa U HaYallbHOE TPOCTPAHCTBEHHO-BPEMEHHOE pacipeliesieHIe 0Co-
Oeil mo apeairy. Takke B mporpamMMe MOKHO HM3MEHSTh IMPOCTPAHCTBEHHOE pa3MelIeHHE pecypca
U TpaHnyHbIe yciioBus. OCOOEHHOCTBIO CO3/IaHHOM CUCTEMBI SIBIISICTCS €€ BO3MOXKHOCTh UCTIOIh30BaTh
pe3ysbTaT MPebIAYIIEro SKCIEPUMEHTa B KaYeCTBE HAYATbHBIX JAHHBIX JJIS HOBOTO pacuera Mpu
U3MEHEHUM IapaMeTpPOB MOJAEIUPYEMOM cUCTEMBL. Takke, IOMUMO OYEBMJIHBIX ONLUN JUIsl aHAJIA3a
COCTOSIHHSI TIOITYJIALIMU U apealia, TAKAX KaK BU3YAIM3allUs TEKYIIEro COCTOSIHHS MOJICIIEHOTO apeasa
¢ pacmpe/eneHreM 0cobeit Mo MPOCTPAHCTBY, BPEMEHHOM JMHAMUKH OOIIeH YUCICHHOCTH TOMYJISIIIAN
C YYETOM BO3PACTHOTO pacrpeieieH s 0co0ei, B IporpaMMe peaii30BaHa OMIIHSI BBIYUCIICHHS YUCIIa
KJIaCTCPOB. AHFOpI/ITM KjlacTeépu3almu, HO3BOJI$IIOIIIHI>'I BBIYHC/IATH KOJIMYECTBO I'PYIIN B ape€aji€ B OIl-
pElleICHHBI MOMEHT BPEMEHH, 3aKJII0YaeTCs B CICAyomeM. B mporpaMmMme HCHONB3yeTCs alrOpPUTM
kimactepu3anuu «mmo mupuHe» [Cormen et al, 2009]. ANTOpUTM TO3BOJISET BBIICIATH KIACTEPHI U3
oco0eil, ecni pacCTOsTHUE MEXIy KaKHMH-TO OCOOSIMH B KJIaCT€Pe MEHBIIIE HEKOTOPOro 33/1aBaeMOro
3HaueHus J. (Bo Bcex pacuerax, MpUBEACHHBIX B TaHHOH paboTe, 0 =4.)

OmnucaHHas BBINIE MOJETH MPH PA3IMIHBIX 3HAYSHHSIX MapaMeTpOB M HAYaJIbHBIX yCIOBHIX TO-
3BOJISIET TIOJIYYUTh OYE€Hb 0OJIBIIOE Pa3HOOOpa3ue MPOCTPAHCTBEHHO-BPEMEHHBIX PEKUMOB (DYHKITHO-
HUPOBaHMS. DTO U aBTOBOJHOBBIE PEIICHUSI, KOTOPBIE, KaK MPABUIIO, OIYyYaIOTCs MPU PACCMOTPEHUHN
TOJILKO TIHIIEBOTO MEPEMEIICHNS PU OTCYTCTBHU CONMAIBHOTO JIBIKEHHUSI; TO U Pa3lIUIHbIE PEXH-
MBI BBIMHAPAHHS TOMYJSIUN B clydae HecOaJaHCHPOBAHHOCTH JIEMOTPapUUecKuX MPOIECCOB MOITy-
JSIMA ¥ CKOPOCTU BOCCTAHOBIICHHUS Pecypca; 3TO M KoyieOaTelbHbIC PEIICHUS, €CIU aHaTU3UpOBaTh
JMUHAMHKY OOIIeH YHCIEHHOCTH MOMYJISIHN.
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OCHOBHOM LIENBIO YUCIEHHBIX JKCIIEPUMEHTOB C MOJIEIBIO SIBIISJIOCH U3yYeHUE TPYIIIOBOTO I10-
BEJICHUS M MOJISIMPOBAHNE BO3HWKHOBEHHS PEKUMOB IPOCTPAHCTBEHHOTO MOBENEHUS XHUBOTHBIX.
Peanuzarust 1aHHOMW 3a7auu COTJIACYETCs C MPEACTABICHUSIMHU O KOYEBKaX, ydyacTke oOurtanus [Burt,
1943] u teppuropun [Howard, 1920] xak oxpaHsiemoii uactu yyactka ooutanus. [loctanoBka momo0-
HOW 3aJa4ud Ui MOJIEIHPOBAHHS, OCHOBAHHOTO Ha MO3aWYHOM (SIYEUCTOM) TPEACTABICHHH CPEIIbI
1 pacIpeieICHHA PecypcoB (B HACTOSIIEM KOHTEKCTe, O0€3YCIOBHO, B YNPOIIEHHOH (popme OTHOCH-
TEJIFHO PealbHBIX YCIIOBHIA), COTJIACYETCS C €CTECTBEHHOW MO3aMYHOCTBIO CpeAbl OOMTaHus (Harpu-
Mep, ¢ pacripeereHneM (PUTOIEHO30B U Jp.). I )KUBOTHBIX TaKXKe XapaKTepHO ITUCKPETHOE 3acelle-
HHAE MECTOOOWTaHWM, peaim3yeMoe, B 9aCTHOCTH, B GopMe ydacTkoB oOutanus. IIpu sToM sueitku-
BBIJIEIIBI CPebl OOUTAHUSI MOTYT COXPAHSITHCS MHOTHE TOMBI, YTO MPEJONpeaessieT 1 OTHOCUTEIFHOE
MOCTOSIHCTBO paclpelieNieHHsl )KUBOTHBIX B MecTooOMTaHusX. Hampumep, y kabapru B TeueHHE MHO-
TUX JIET TIOJIEP >KUBAETCS OTNpeieNieHHas CcTeMa sSdeeK-BaKaHCHi, B Cpelie KOTOPOW 0COOM Hacledy-
IOT MPOCTPAHCTBO YYACTKOB OOMTaHHS B PALY CMEHSIOMINXCS TIOKoJIeHui [3aiiues, 1991].

Bo Bcex 4MCIEHHBIX KCIIEPUMEHTaX HadyajbHas KOH(HUrypauus COCTOsIa M3 YEThIPEX 0CO0ei,
pacmnonoxeHssix B Toukax (0,32,0,7F;0,7L,0,3F;0,3L,0,3F;0,7L,0,7F).

Ha puc. 2 m3o0paxensl pacnpepeneHusi momyisinud U pecypca Ha 1500-m takre (L = 200,
F =200). D10 ObTa 6a3z0Bass KOHPUTYpAIHS, KOTOPYIO MBI HCCIEAOBAIN, U3MCHSIS TTapaMeTphl MO-

neny. JIBrokeHue IoJ00HBIX TPYIIT CHHXPOHHO M OHU 3aHUMAIOT BCE JTOCTYITHOE MTPOCTPAHCTBO. 3elre-
HBIM I[[BETOM H300pa)XeH pecypc, CepbiM — ero oTcyTcrBue. Ocodu MpeicTaBICHbl YePHBIMU U Kpac-
HBIMH TOYKAaMHU B 3aBHCHUMOCTH OT THIA MX ABHMKCHHUS: YEPHBIM IBET — AJIS NHILEBOTO ABHKEHUS,
KpacHBI — JUIS COIMAIIHOTO. 3HAYEHUS MapaMeTpOB JUIsl JAaHHOTO IKCTIIEPUMEHTA YKa3aHbI B Ta0Iu-
e Ha puc. 2. s mocneayromux SKCIIepUMEHTOB JaHHBIE 3HAYEHUS CIUTAIOTCS 0a30BBIMH.

Jns aHanmu3a BIMSIHUS TPAHUYHBIX YCIOBHM Ha MOJyYeHHbIH 0a30BBbI pesKUM OBUTH paccMOTpe-
HBI J[BA CJIy4as — W30JIMPOBAHHBIA apeall U apeai C MPOITyCKAIONIMMU TpaHullamMu. Vcnonb3oBaHue
MIPOIYCKAIOIINX TPAHHMII TIO3BOJISIET OCOOSM IMOKHAATH OTBEACHHBIN apeal, W Jajee uX He YIUTHIBAIOT
B UMUTAIIMOHHOM JKCIIEPUMEHTE. BRIUMCINTENBHEIN SKCIEPUMEHT TTOKa3al (puc. 3), 9TO TpaHUYHEIE
yCIOBHUS ¢1ab0 BIMSIOT Ha MPOCTPAHCTBEHHO-BPEMEHHYIO TUHAMHUKY HOmyisuud. CpaBHEHHE IBYX
TUTIOB TPaHUYHBIX yCIOBHA MpuBeeHo Ha puc. 3 (1500 Takr).

BI/II[HO, YTO UBMCHCHUC I'PAaHUYIHBIX YCJ]OBI/Iﬁ HE3HAYHUTCIIbHO CKAa3bIBACTCs Ha HpOCTpaHCTBeHHOﬁ
JUHAMHUKE CHCTEMBI, 32 HCKIIIOUYEHUEM NPUTrpaHndHoN oOnact. B nanmpHelileM Bce BBIYUCIUTENBHBIE
SKCIEPUMEHTHI TTPOBOAMIINCH ISl HETIPOHHUIIAEMBIX TpaHuil. [l OIEHKH «yCTOHYMBOCTH» COXpaHe-
HUS TPYIIIOBOM MPOCTPAHCTBEHHO-BPEMEHHON AMHAMUKH TMOIMYJSIIIAA K HEOIHOPOIHOCTH MPOCTPaH-
CTBEHHOTO paclipe/ielieHHsl pecypca ObUIO TPOBEJCHO HECKOJILKO PAaciueTOB ¢ HEOJHOPOIHBIM IO TPO-
CTPaHCTBY pacmpezaelieHHeM pecypca (puc. 4). B mepBom BapuaHTe apean Ienuics Ha HECKOJIBKO
KBaJI[PaTOB M B KaXIOM 33/1aBaJIFICh CBOM XapaKTEPHCTUKHA U3MEHEHHs pecypca, TO eCTh ero KoJmde-
CTBO U CKOPOCTh BOCCTAHOBJICHHMS. DTOT BapuaHT mNoka3aH Ha puc. 4, a (1500 Takt). Ha puc. 4, 6
(1500 takT) mpencTaBieH pe3yabTaT HKCIEPUMEHTa, B KOTOPOM Pecypc paclpeeieH Mo MpoCTpaHCT-
By B IIaXMaTHOM ToOpsjKe. B Tex kierkax, rje pecypca HeT, MPaKTUIeCKH UCUE3a0T 0COOH, OJTHAKO
B OCTAJIBHBIX KJIETKAaX COXPaHACTCA CTaZ[HBIﬁ PEXUM.

Bounbioit naTEpEC NpeacTaBIseT BAMSHUE MIPOAYKTHBHOCTU pecypca Ha AMHAMHKY IOIYJISALUH.
s m3ydeHust 3TOro BIUSHUS OblIa MPOBEICHA Ceprs BBIYUCIUTEIBHBIX JKCIIEPUMEHTOB IMPH pas-
JUYHBIX 3HAYEHUSIX MapaMeTpPOB, XapaKTEPU3YIOMINX PECYpPC, — IMPH MaKCHMaJIbHOM 3HA4YeHHWU pe-
cypca H wu ckopocTH ero BoccTaHoBieHus K. Pe3ynbrarel npencraBiensl Ha puc. S u 6. Kak u Ha pu-
CYHKax BBIIIIE, 3eJICHBIN [IBET Ha rpaduKax 03Ha4yaeT pecypc (ero KOJINYECTBO), YEPHBII U KPaCHBIH —
KOJIMYEeCTBO 0cO0EH MUIIEBOTO U CONMATBHOTO THITA ABIKEHHUS COOTBETCTBEHHO.

Ha puc. 5 BusiHO, 9TO 0CO0O€H C MUINEBBIM TUIIOM JBUXCHHS OOJIBIIIE, YEM C COLIMATBHBIM THIIOM,
TOJILKO B TEPBOM CTOJOLE, KOTOPBIH COOTBETCTBYET MHHHUMAIBHOMY 3HaueHHI0O H. DTo CBS3aHO
C TeM, YTO, HE3aBUCUMO OT CKOPOCTH BOCCTAHOBJICHHS PECYPCa, €r0 OCTAETCS CIHIIKOM MaJo IJIs Ha-
CBINIICHUS BCEX 0coOei. ['pymmoBoe ABMXeHNE CTaa Ipu 3TOM Hapymaetcs (puc. 6, a). B ciaemyromux
CTONOIAX pa3sHULA MEXIY KOJMYECTBOM 0co0eil ¢ pa3HBIMH THIAMH ABIKCHHS YBEIUYMBACTCS IO
HEKOTOPOTO YPOBHS U JIaJie€ OCTAETCS MPAKTUIECKH HEN3MEHHOM.

KOMIIBIOTEPHBIE UCCJIEJOBAHUA U MOJAEJIUPOBAHUE




HexoTtopsle 0COOCHHOCTH IPYMITOBOM TUHAMUKY B ar€HTHON MOJIeNU «pecypc—norpedurens» 841

[TapameTps! Moaenu

MaxkcuMyM OOMIBHOCTH TTUTaHUs, H 10
CxopocTh BoCCTaHOBJICHHS, K 0.1
MaxkcumanabHas JIMHA KA3HA, T 1000
Ckopocts pocrta, C, 10
Kputnueckuit mapametp, M 4
MakcuMaibHast IJIMHA IPbIKKA, R 2
MaxkcumansHas Macca, N 100
JlaneHoCTb 3peHus, Rz 10
BepositTHOCTB pOXxaeHUs, ¢ 0.01
ITorepu Ha eguHuny nepememenus, C, 0.1
[Torepn Ha MeTabosn3M 3a TakT, o (= 1) 1
A, 20
a 1
A, 30
A —0.3
Pasmep apeana oOuTanus 100x 100
Clusters " 60 Flocks density
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Puc. 2. bazoBeiii rpynmoBoii (cramHblit) pexxum (¢ = 1500). B BepxHeM j1ieBoM yrity n300pakeHO (pUHANIBHOE pac-
npeziesieHne 0codel MOMyISAIUY U pecypca. 3eIeHbIM [IBETOM H300paxeH pecype, cepblM — ero orcyrcraue. Yep-
HBI ¥ KpacHbIH 11BeTa — OCOOM C NUILEBBIM U COLMAIBHBIM TUIIAMU JIBHXKEHHsI COOTBeTCTBeHHO. CripaBa B Tal-
JIMLE NPUBEAEHB! 3HAYEHUS NTapaMETPOB MOJIENH, COOTBETCTBYIOIIUX CTaIHOMY PEXHMMY. B HIKHEM J€BOM yriry
TIPE/ICTABIICHBI PE3YNBTATHl BhIeIeHus KiactepoB. OHM BhIJEIEHB! 3eneHbIM 11BeToM. CripaBa npuBeneH rpadux
HM3MEHEHUsI KOJIMUECTBA KJIACTEPOB 3a BpeMs cueta. L[BeTHas Bepcust puCyHKa JOCTYIIHA Ha caiiTe KypHasa

©)

Puc. 3. Pactipenenenue ocobeii mmo apeany B 6a30BoM Bapuante Mozaenu Ha 1500-M TakTe: a) ¢ mpoITyCKaroIuMI
rpaHunamy; 0) ¢ U30IMPOBAaHHBIMU IPaHUIAMU. [[BeTHas Bepcus pUCyHKa JIOCTyIIHA Ha caiiTe XypHaia
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Puc. 4. Pacnpenenenue ocobeit mo apeany (1500 takT): a) apean pasjiesieH Ha YEThIpE y4acTKa C pa3IMIHbIMU
XapaKTepPUCTUKaMHU BOCCTAHOBJIEHHS pecypca; 0) apean pasfeieH B IIaXMaTHOM HOPSAKE Ha Y4acTKU C pecyp-
coM u 0e3 Hero. L{BeTHast Bepcus puCyHKa JIOCTYIIHA Ha CaiiTe XypHaia
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Puc. 5. I'paduku U3MeHEHUs] BO BpEMEHH CyMMapHOM YHCICHHOCTH 0co0eil (YepHast JIMHUSI — TOJIOHBIX, Kpac-
Hasi — CBITHIX) M pecypca (3eyieHast JIMHUS) MU Pa3lIMYHbIX 3HAUYEHUSIX XapaKTEPHCTHK BOCCTAHOBJIICHHS Pecyp-
ca H u K. lIBeTHast Bepcus pUCyHKa JOCTYITHA Ha CaliTe KypHaja

Ecmu paccmarpuBaTh Tpaduku M3MEHEHHs YHCICHHOCTEH OCO0ei 1Mo CTpoKam, T. €. CMOTpETh,
KaK BIIMSIET CKOPOCTh BOCCTAHOBJIEHHUS pecypca K Ha JMHAMHKY YHCIEHHOCTH, TO, 3a HCKIIOUCHHEM
MEpBOM CTPOKH WM TMEPBOTO CTONOIA, XapaKTep TUHAMHKH BHYTPH CTPOKH coxpaHserca. Ha puc. 6
n300pakeHo (hUHANBHOE pacnpeneicHue ocodel mo npocrpanctBy (1500 Takr), TaMm ke mpeacTaBlie-
HBI TpaMKM U3MEHEHHUsI KOJMYECTBa KIACTEPOB B TPEX IKCIIEPUMEHTAX, COOTBETCTBYIOIINE Pa3HbIM
3HaueHusM H u K.

OdveHb WHTEPECHBI PEXHUM IPOCTPAHCTBEHHO-BPEMEHHOW TWHAMHUKH COOTBETCTBYET IIEPBOM
CTPOKE pHUC. 5 (CKOPOCTh BOCCTAHOBJICHHUS pecypca mana u paBHa Bcero 0.01). Ilpu mamoii ckopocTu
BOCCTAHOBJIGHHSI pecypca B MOJENH HAaONIONAeTCsl TMPOCTPAHCTBEHHBIH KOJIEOATEIBHBINH pPEXUM
(puc. 7). Mexanusm, (GopMUPYIOLINIA Takoe TIOBEJCHHE, 3aKII0UaeTcs B crieayromeM. CHadana ocodn
pasMHOXKaIOTCS U 00pa3yroT cTaja. X KomrmuecTBO BO3pacTaeT HACTOJIBKO, YTO OHHU BHICJIAIOT MpPaK-
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THUYECKH BECh PECYPC M HAYMHAIOT BEIMUPATh. BeencTBue 3Toro ocraercsi coBceM HEOOJBIIOE KOJH-
YeCTBO 0CO0OEH, OIHAKO pecypc yKe HauMHaeT BOCCTaHaBIuBaThcsA. C yBeJIMYEHHEM KOJIMYECTBA pe-
cypca 0ocoOM CHOBa HAUMHAIOT Pa3MHOXKAThCS U 00Pa30BBIBAThH CTAJa, MOCJIE Yero Mpolecc HaunHaeT-
cs CHayasa.

Ha puc. 5 (K =0.01) BugHO, 4uTo npu yBeIU4YEHNH 3HaYeHUS H 1 HEM3MEHHOI CKOPOCTH BOCCTa-
HOBJICHHS PECypCca 4acToTa KoJIeOaHuil CyMMapHOH YMCIEHHOCTH 0co0el U pecypca HOHMKaeTcs. JT0
3HAYMT, YTO YACTOTA KOJIeOaHMI 3aBUCHT OT J0JIM KOJIMYECTBA PECYPCa, BOCCTAHABIMBAEMOTO 32 TAKT.

[IpocTpaHcTBeHHBIN KOJIeOATENBHBIN PEXXUM MOBEACHUS CUCTEMbI HAOJII0JaeTCs AJIsl BCEX Cllyda-
€B, TIPH KOTOPBIX OCOOM TOJTHOCTBIO 3aHMMAIOT BECh apeai obouranus. Ecim ke ocodbu oOpasyror Ma-
JI0€ KOJIMYECTBO CTaJl, TO PECYpPC YCIEBAeT BOCCTAHABIMBATHCS MPHU WX MEPEMEIIEHNH U MPOCTPAHCT-
BEHHBIH Koie0aTenbHbIA PeXXUM HE BO3HHUKAET.

beutn mpoBeIeHBI BBIYMCIUTEIBHBIE OKCIIEPUMEHTHI JUIsl aHAJIN3a BIUSHUSA U3MeHeHus [ Ha Jac-
TOTy KosieOaHuii nmpu 3HaueHusx H — 1. OHM MOKa3and, 94TO 4acToTa KOJIeOaHUI CHIIBHO 3aBUCHT OT
MaKCHMaJbHOTO 3HAYEHUs pecypca (cM. puc. 8).

boun mpoBeieHbl SKCIIEPUMEHTHI 10 aHAJTU3y BIMSHUS NU3MEHEHHUH pajiycoB MpUTKEHUS (A,)

1 OoTTanKuBaHuA (A,) ocobell Ipu COLMaTbHOM THUIIE ABWXKEHHUS. Pe3ynbTaTel TaHHBIX 3KCIIEPUMEHTOB
npuBeneHsl Ha puc. 9 u 10.
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Puc. 6. Pacnipenenenue ocodeit o apeany (1500 takT) 1 BpeMeHHas IMHAMUKA KOJIMYECTBA KIIACTEPOB HA HEM:
a) IBW)KEHUE 0CO0CH mpU Malioi CKOpOCTH BoccTaHoBiieHHs pecypea (K = 0.01; H = 5); 0) nBuwxkenue ocooeit
NP cpeliHel cKopocTH BoccTaHosienus pecypea (K = 0.1; H = 10); B) nBmkeHue ocobeii pu 00JIbIIoN CKOpo-
cTu BocctaHoBIeHHs pecypcea (K = 0.2; H = 30). [lBeTHas Bepcus prCyHKa JOCTYITHA Ha CalTe KypHaia

2018, T. 10, Ne 6, C. 833-850




844 H. B. benotenos, 1. A. KonoBanenko, B. M. Hazapoga, B. A. 3aiines

Wt p —

R
;TR

ol
1

SO,
- y

Flocks density

60

40

20 ¢

0 500 1000 1500

Puc. 7. Pexxum mpoctpaHcTBeHHbIX Konebanuit (K = 0.01; H = 5). B BepxHeil yacTi pUCYHKa MPEICTaBICHO
pacnpezenenue ocobeit mo apeany Ha 450-m , 750-m, 1200-m u 1500-M TakTe cyera COOTBETCTBEHHO. BHH-
3y N300paXX€HO M3MEHEHME KOJIMUEeCTBa KJIAacTepoB B apeaye. lIBeTHas Bepcus puCyHKa JOCTyIHA Ha caiite
JKypHaJIa

[Ipu HyJ7€BOM OTTANKHBaHUM U OOJIBIIEM MPHUTHKEHUU O0COOM 00pa3yIOT BCErO HECKOJBKO CTal
(OT OHOTO 10 TPEX) M MPOCTO JBHUIAKOTCS IO MO0, [Ipy yBenMYeHU: paauyca OTTATKUBAHUS 0COOU
00pa3yroT INIOTHYIO TPYIIy CTaJ B BHJE KOJbLA CO CTaJOM BHYTPH, OJHAKO IPH AalbHEHIIIEM TaKOM
COCYILECTBOBAHUU U IIPU MaJOW pa3HULIC MEXAY pajAuyCaMU Takas IpyIIa IIPEeBPALLAETCsS B OIHO
Oosbiioe crano. M1 B ToM M B Apyrom ciydae ocoOu ciydaifHbIM 00pa3oM MEpeaBUTArOTCS IO OO
B IoHCKax pecypca. [Ipy nanmpHeimeM yBelIn4eHHH pajnyca OTTAJKUBAaHUS (IPU OOJBIIEM pajuyce
NPUTSDKEHUST) KOJIMYECTBO CTaJ TAKXKE YBEIMYMBACTCS, HACKOJBKO JTO IO3BOJISIIOT pa3Mephl apeaia
oOuTaHusl.
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Puc. 8. M3meHeHne cyMMapHOro yrcia ocobeil (KpacHasi IMHUSL — ChIThIe, YepHasi — roJI0/IHbIE) U CyMMapHOTO
pecypca (3enenas) npu K = 0.01 u npu paznmussix 3HaueHusx H: a) H=2;6) H=2.5;8) H=3;1) H=3.5;
n) H=4;e) H=4.5. llBerHas Bepcus pUCyHKa JOCTYITHA HA CalTe KypHaia
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Puc. 9. Pactipenenenune ocobeii mo apeany (1500 TakT) mpu pasiuUYHBIX 3HAYCHUSX PaJHyCOB OTTAJIKUBAHUS
(A)) unpursokenus (A,). 1BeTHas Bepcust pUCyHKa IOCTyIIHA Ha caiiTe xypHaia
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Ecnu ke paguyc NpUTSHKEHNUS MEHBIIE PAJMyca OTTATKHBAHUS, BO3HUKACT HHTEPECHAs CUTYaIIUsI.
Oco0b OTTAIKMBAET OT CEOSI BCEX «IYKUX» 0COOCH M MPUTATHBAET «CBOMX» — TEX, KTO YKe HaXOJUT-
Cs1 JIOCTaTOYHO OJIN3KO, TO €CTh POKAECHHBIX TOM 0COOBI0 U ee ToToMKaMH. [Ipu 3ToM octaetcst cpe-
Hsisl TpyIa ocoOel, He SBISIFOINUXCS HU «CBOMMH», HU «UYKUMI» (3TO JTUOO OTHATMBIIUECS UJICHBI
TOTO K€ CTaja, MO0 MpUOTU3UBIIHECS dyKakh). Ha HUX He Oka3bIBaeTCs HUKAKOTro BiusHHA. M3-3a
0OJIBIIOTO KOJIMYECTBA 0CcO0SH M OTpaHUICHHOCTH apeajia OOUTaHMS JacTh ocoOeil BCE ke TepexoIsiT
U3 cTazia B cTaj0 (0cOOEHHO TOJIO/IHBIC), HO OCHOBHAS YacTh OcTaeTcs Ha Mecte. [Ipu OobIiom paamy-
ce oTTankuBanus (40) cTajga mepecTaroT MepeMenarhes, U TOILKO TOJOAHBIC 0COOU MOKHUIAIOT TEPPH-
Toputo craga. CBoeoOpasHasl «paMKay 10 Kparo MoJjisi 00pa3yercsi BCJICACTBHE OTPAaHUYSHHOCTH ITOJIS:
y ocobeil HeT BO3MOKHOCTH OTOWTH Ha eJlaeMOe pacCTOsIHKIE, U CTala pacTEKaIoTCs 10 IpaHHIIe.

Ha rpadukax konuuectBa xinactepoB (puc. 10) u3MeHeHHe KOJIMYECTBA CTAJ| MPOJIESMOHCTPUPO-
BaHO Oosiee HarAHO. [Ipu yBenn4YeHuu pajnyca NpUTATHBaHHS (II0Ka OH MEHbIIE PaJINyca OTTAIKU-
BaHUA WX paBCH eMy) KOJMYECTBO CTa[ CYIICCTBEHHO YMCHbBIIACTCA, TOr/Ia KaK IIpU YBCJIMYCHUU pa-
JMyca IPUTATHBAHUS 3TO KOJIMYECTBO, HA000POT, YBEIINIMBACTCS.

Ecnu sxe paguyc npuTshKeHus OObIie paanyca OTTATKUBAHKS, TO MPOUCXOAUT 00paTHas CUTYa-
¥sI, ¥ KOJIMYECTBO CTaJ[ YMEHBIIIACTCS IIPH YBEITMUYCHUH TTEPBOTO.

[Momumo 3Toro, umMeHHo Ha puc. 10 BUAHO, yTO OOJBIICE BIUSHHE Ha JBUKCHUE CTA] UMEET
UMEHHO PAJNyC OTTAIKUBAHUS, TOT/IA KaK PaJNyC NPUTITUBAHUS BIUACT HA UX KOJIUIECTRO.
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Puc. 10. M3meHeHue uucia KJIACTEPOB BO BPEMEHU IPHU Pa3IMYHbIX 3HAUEHUSAX PAJUyCOB OTTAIKUBAaHUA (A))

U IpUTSDKEHUA (A,)
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Puc. 11. Pacnpenenenne ocobeii mo apeanry (1700 TakT) mpu pa3inyHBIX 3HAYEHHUSX PaJNyCOB OTTAJKHBAHUS
(A)) nnpursoxenust (A,). IlpenctaBneHHsle paclpeieNieHUs OIyYSHbI U3 paclpenesieHnil, n300paxeHHbIX Ha

pHc. 9, mocie «BBIKIIIOYCHUSD MPoLecca poxaaeMocTi ocobeit Ha 1500 Takte. llBeTHas Bepcus pUCyHKa 10C-
TyIHa Ha caiiTe XXypHaia

OtnenbHasi cepusi BEIYUCIUTEIBHBIX SKCIEPUMEHTOB Oblila MPOBEJEHA C LENbI0 UCCIIECAOBaHUS
BIIMSIHUSL TIPOLIECCOB POXKIAEMOCTH Ha HPOCTPAHCTBEHHO-BPEMEHHYIO NUHAMHUKY HOMyssiuuu. Jlims
9TOTO JUIA BCEX DKCIICPHMEHTOB, NPECTaBICHHBIX Ha puc. 9 u 10, 111 KOHGHUTYyparyii, TOTy4YeHHBIX
Ha 1500 TaxTe, «BBIKIIOYAIACH» POXKIAEMOCTh, TO €cTh mocie 1500 TakTa BEpOATHOCTH POKICHUS
HOBOH 0COOM TpUpaBHUBAjach HYJIO, U BBIYHCIUTENbHBIE HKCIEPHUMEHTH HPOJIOJDKAINCH eImé
200 TakTOB. Pe3ynbraThl 1aHHOH cepuu SKCIIEpUMEHTOB n300paxeHsl B puc. 11. Buano, uro xapakrep
JBIXKEHHE 0co0el B pe3ysibTaTe OTKIIOUCHUS POXKIAEMOCTH He m3MeHserca. To ecTh Habmromaemast
MIPOCTPAHCTBEHHO-BPEMEHHAs IWHAMUKa OOYCIOBJICHA IPEXIE BCEr0 MPOCTPAHCTBEHHBIM B3aMMO-
JEeHCTBUEM MEXIY OCOOSMH M PECypCcOM, a MPOLEcC POXKIAEMOCTH ONpeAessieT B KAKOM-TO CMBICIIE
3aII0JIHEHHOCTh IPOCTPAHCTBA OCOOSIMU.

4. 3akJa04eHue

3agaua OOBSCHEHUS] SKOJOTHMYECKHX W COIMAIbHBIX (DYHKIMI TaKoro OCHOBOIOJATAOIIETO
CBOMWCTBA IEATEILHOCTH KUBOTHBIX, KAK Y4aCTOK OOMTaHMS B KaUeCTBE OCHOBHOHN (hOpMBI afanTauuu
K TpOHUIECKNM, COINAIBHBIM U IPYTHM (hakTopam cpenbl OOUTaHHS SBISETCS, akTyanbHOH. OqHaKo
ceifyac HET 0OCTOSITENIEHOTO OTBETa Ha BOIPOCHI O TOM, KaKHe MeXaHH3MbI TIPOCTPaHCTBEHHOT'O MOBE-
JIeHUs1 HaXOJATCS B OCHOBE (DOPMHPOBAHUS 3aMKHYTBIX CTPYKTYpP NEpPEXOJOB, T. €. YYaCTKOB 0OuTa-
HUSI, UX CHCTEM, KaKUM 00pa30M M Ha KaKMX MaclITa0HbIX YPOBHSX CHCTEMa NEPEXO00B aJalTupyeT-
Csl K pa3sHbIM YCIIOBHSIM CpeJlbl OOMTAHUS, Kakue OHolorndeckue, (pu3ndeckue NpUHINIBI 1 MaTeMa-
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TUYECKHE 3aKOHOMEPHOCTH HaXOJATCS B OCHOBE (popMHpOBaHHWS AaHHOU cucTeMmbl U np. He xBaraer
SKCIIEPUMEHTAIBHBIX TaHHBIX O CTPYKTYpE IMepeMeNIeHII KIUBOTHBIX Pa3HBIX BHIIOB U CHCTEMaTHYe-
CKUX TPYIII, MMECIONIUX pPa3Hble OMOJIOTMUYECKUE, DKOJOTHYECKHE MPU3HAKH, O (aKTopax, peryliu-
PYIOIIUX TaHHBIE TIEPEMEIIEHUS U OTPEACISIONINX CTPYKTYPY UCIOIB3yEeMOT0 IMPOCTPAHCTBA.

HccnenoBanne rpynmoBoro pexxnMa IMOBEACHUS B MPEUIOKEHHOW areHTHONH MOJENH «Pecypc—
MOTPEOUTENBY, B KOTOPOH YUUTHIBAETCS KU3HCHHBIN MUK 0COOM (areHTa), MMO3BOJIMIIO TTOIYYUTE P
HEOXXUIAHHBIX BHIBOJIOB. [Ipexie Bcero, BBIICHHIOCH, YTO €CJIM B MOJCIBHON MOIYJISAIUU MEXKIY
0CO0SIMH TIPE0ONIaZaf0T aKTHBHOE COIMANBHOE B3aUMOJIEHCTBHE, TO CTajHas (TPYIIIOBas) MPOCTpaH-
CTBEHHO-BPEMEHHAs JMHAMHUKA SBIIIETCS JOCTATOYHO YCTOWYHMBON. DTO TOKA3alu pa3InyHbIE BBIUKC-
JIUTEJIbHBIC SKCIIEpUMEHThI. OHa COXPAHSAETCS B IIMPOKOM JMAINa30HE 3HAUCHUH ITapaMeTPOB MO/ICIIH.
['panuvHbBIC YCIIOBUS M Pa3IMYHBIE HEOJAHOPOJIHOCTH apeaja OOUTaHUS HEe U3MEHSIOT TPYIIOBON Xa-
pakTep moBeneHusI ocobeil. bomee Toro, Ha KOPOTKMX BpeMeHaX (IKCIEPUMEHT C «BBIKITFOUEHHOW»
POXIaeMOCThI0) IOKA3aJl, YTO TPYIIIOBON PEIKUM HE ONPEALSIIICTCS AeMOTpapUUIeCKUMHU MTPOIECCAMH,
a SBJISICTCS CIICACTBHEM COLMAIBHOTO MOBEICHUS M XapaKTePUCTUK JWMHAMUKH pecypca. be3ycnoBHo,
TIOJTyYeHHBIH BBIBOJ TPEOYyET TIIATEINBHOTO PACCMOTPEHUS.

B cBs3u ¢ 3THM nmanpHElIee MCIONIb30BaHNE areHTHBIX MoJieneld Oy/leT TOoJIe3HO MpH aHalu3e
BJIMSHHS pa3HbIX ()aKTOPOB HE TOJHKO Ha BHIIBI 3BepeH, B rpyImax (CTajax) KOTOPBIX MOJICPIKUBA-
I0TCSl OOBIYHO HEOOIBIINE TUCTAHIIUMU HECKOJIBKUX KaTerOpUH MEXIy ocoOsMu (Hampumep, A JO-
manaei, cemeiictBo Equidae, BumoB monoporux, Bovidae u 1p.), HO U IJ1s BHIOB, OTHOCHMBIX OOBITHO
K BEAYIIMM OJMHOYHBIN WIIM MHIUBUAYAIBHO-TPYIIIIOBON 00pa3 »xu3Hu (kabapra, Jiock, kKabaH U 1p.),
YTO MIPU JJOCTATOYHOM U MOCTOSHHOM BO300HOBIIEHUH pecypca criocoOCTBYeT (JOPMUPOBAHUIO YCTOM-
YUBOTO WCIIOJIb30BaHUSI OOWTAaEMOT0 IMPOCTPAHCTBA, WHAWBUIYAIBHBIX WM TPYMNIIOBBIX yYaCTKOB
oOutanwus. JlaHHbIe MPOOIIEMBI IEPCIIEKTUBHO PelIaTh PU BBEJACHUHU CIOXKHOW CUCTEMbI MapaMeTPOB
COILMATIBHOTO B3aMMOICHUCTBUS MEXKIy 0COOSIMHU, CIICIIM(PUYHBIX ISl KAXKIAO0TO BUJA 3BEPEH, B YCIIOBU-
SIX pa3HOTO Ka4ecTBa, OOMITUS U pacrpene’eHns TPOHUIECKUX U IPYTHX PECypPCOB.

Memsist mapaMeTpbl MOAEITH, MBI TIOTYYally pa3Hble TaTTEPHBI, PEXKUMBI TIEpEMEIIEHUI 1 B3aUMO-
JeiicTBui 0co0eil HeKOTOpOro (B TaHHOM KOHTEKCTE — «OTBJICUEHHOTO») BUJa 3Bepeil. CMeHa pexu-
MOB TIEpEMEIECHUI, COOTHOCSIIASCSA C OOMIMEM U PacIpe/ieieHueM B apeajie pecypca U C COIHallb-
HBIMH B3aUMOJICHCTBUSIMHA, OOBIYHA Y MHOTHX BHIIOB KOIIBITHBIX, HaNpuMep y kKocynb [Danilkin, 1996;
Mysterud, 1999], nocs [Pullainen, 1974; Houston, 1974; 3aiiues, 1996a], kabana [Spitz, 1992; 3aii-
ues, 1992, 1996a] u npyrux MIEKOMUTAIOIIUX, YTO OTKPHIBAET BO3MOXHOCTU IS MOACIUPOBAHUS
JTUHAMHKH TTOMYJISAIHHA, YepeIyIONINX MUTPALMN ¥ KOYEBKH C 3acelIeHHeM HeOOIBIINX YIaCTKOB.

[IpoBenennoe wccnemoBaHNE MO3BOJIAET HANEATHCS, YTO areHTHBIE MOJEIH MOTYT IIOCIY)XHTh
OCHOBOW MOJICJIMPOBAHHS PEAJIbHBIX MOMYJISAIHIA, YTO, BEPOATHO, IPUBEIET K CO3JAHHIO LIEIOTr0 «Ce-
MeHCTBay MOJENel, 0TOOpakKarIIUX Cenu(UKy MPOCTPaHCTBEHHO-BPEMEHHOW CTPYKTYpHI TPYIIITH-
POBOK pa3HBIX BHJIOB XHBOTHBIX B aCIIEKTE HCIOJIB30BAHMS UMH Pa3HBIX Cpell OOMTaHHUSA C Pa3HBIM
o0MJIMeM U paclpeie/ICHUeM OCHOBHBIX pecypcoB. C MO3UIMK OUOJIOTHH HAauOoJIee MePCIeKTUBHBIMH
PEUICHUSMU, COTJIACOBAaHHBIMU C OCHOBHBIMH CBOMCTBaMH PeajbHBIX TPYIIIUPOBOK 3Bepel, Ha JaH-
HOM JTalle CJIeyeT CYATATh BBEJIEHNE B MOEIb IMapaMeTPOB COLMAIBHOTO B3aMMOIEHCTBUS 0cOo0eH,
B 00IIIeM BHJIC COOTBETCTBYIONIUX JAHHBIM O TPUITEPHOM CHUCTEME COILMAIBHBIX, KOMMYHHKATHBHBIX
JUCTAaHLUN B pealbHbIX TPYIIUPOBKAX XKUBOTHBIX [3aiiues, 1992, 1996a], a Takxke npencTaBieHUs
cpenbl OOUTaHMS B BUJIE CTPYKTYPHI sIUEEK-BBIJIEIOB
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