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B HacTos111ei paboTe pY MOMOIIM KOMITBIOTEPHOTO MOJEIMPOBAHMS U3YYaeTCsl BIUSIHIE MOJUMOPDU3-
Ma, CITelIuaan3aluy, KOoIepaly U eIMHCTBA TOIYJISILINY Ha ee TMHAMHKY B HecTaOWIbHOM cpene. Pac-
CMOTpEHbl MOHOMODP(HBIE U MOJIUMOPGdHbIE MOMYJISLIMU, CeUUanu3alusl U TeHepaau3auusl ocodeit mo
OTHOIIIEHUIO K PECYPCHBIM HHIIIaM, BO3MOXXHOCTb Iepepacipene/ieHUsI pecypcoB MexXay ocoosiMu. M3yua-
Jlach TMHAMUKa YMCAEHHOCTU MOMYJISIIUIM B CTAOUIBbHBIX M HECTAOMJIBLHBIX YCIOBUSX C PA3HOI aMILIUTY-
IO KoJieGaHW KOJIMYeCTBa TOCTYITHOTO pecypca. [TokazaHo, UTO B HeCTaOMIIBbHO cpefie emrHasi reHepa-
JIM30BaHHas (mojauMopdHas) MOMysiius, 3aHMMAloIIasi BCE peCypCHbIE HUIIIM, TTOTyYaeT MPeuMyIlecTBO
IO CpaBHEHUIO ¢ HAOOPOM HE3aBUCUMBIX TTOMYJISIINIA, CTIENIMATM3NPOBAHHBIX KaXmast IO CBOIO HUIITY.
OO6cy:kaaloTcs COMAIbHbIE U 9KOHOMUYECKUE aHAJIOTH MOJIyYeHHBIX Pe3yIbTaTOB, CBUAETEIbCTBYIOIINE
B ITOJIb3Y 3(PHEKTUBHOCTU €MMHCTBA U KOOTIepalluy WICHOB COOOIIEeCTBa B HECTAOMIIBLHBIX Cpeiax.
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buopa3Hoobpasue MOXHO paccMaTpuBaTh Ha
pa3HBIX YPOBHSIX, B TOM YMCJIE Ha YPOBHE BUIOB (BU-
JIOBOE pa3sHOOOpa3ye, KOJIMIECTBO BUIOB B COOOIIE-
CTBE), HOMYJISLWIA 1 BHYTPUIIOMYJISIIMOHHBIX TPYII-
MUPOBOK ((PeHOTUIMMYECKOE pa3HOOOpa3ue, KOJImde-
CTBO (peHOTMIMYECKUX KJ1accoB). Ilpenronaraercs,
YTO 00€ BEJIMUYMHBI 3aBUCST OT CTEIIEHU HEeCTaOWUJIb-
HOCTH CpelIbl 1 MEHSIIOTCSI pa3HOHAIIPABJIEHHO: B HE-
CTaOMJILHOM cpene ONTUMAJIbHBIM SIBISICTCS OoJiee
BbICOKOE (heHOTUITMYECKOEe pa3zHOOOpa3ue U MeHb-
Iee BUAOBOE, CPAaBHUTEILHO C CUTyallMeil B Oojiee
crabunbHOM cpene (AnemeHko, byksapesa, 1991;
bykBapesa, Anemenko, 2010). M3BectHa runore3a o
BBITOJIE BHMIOBOIO pa3HOOOpa3usi B HECTAOMIBLHOM
cpene (biodiversity insurance hypothesis, “crpaxoBast
runiote3a’) (Yachi, Loreau, 1999), coriacHo KoTopoit
B HECTaOWJIbHBIX YCJIOBMSIX M3-3a KOJeOaHMIA Iapa-
METPOB CpeAbl pa3HbIe BUIAbI JOMUHUPYIOT I10 O4epe-
IV I HA OJMH M3 HUX HE MOXET IT00eIUTh OCTAJIbHbIE
B KOHKYpPEHTHOI OopnOe. HecTaGMIbHOCTH cpelbl
ocabseT MEXXBUIOBYIO KOHKYPEHIINIO, CTAaOMIN3H-
pyeT WIM TIOBBIIIAET CYMMAapHYIO HPOAXYKTUBHOCTh
MHOTOBHIOBOTO COOOIIECTBA, a TAKXKE CIIOCOOCTBYET
(eHOTUITMYECKOMY pa3HOOOpa3uio (IOJMMOP(GU3MY
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B nomyisuuun) (AnemieHko, byksapeBa, 1991; Nor-
berg et al., 2001; D’Odorico et al., 2008; BykBapena,
Anemenko, 2010; Eisenhauer et al., 2012; Isbell et al.,
2015; cm. Takke o030p: BykBapeBa, AmemnieHKo,
2013). BunoBoe pazHooOpa3rie MOXET ObITh CBSI3aHO
C BHYTPMBHUIOBBIM ((peHOTMIHUYECKHUM) OOpaTHOM
3aBucumMmocthio (BykBapeBa, Anemenko, 2010), Bo3-
MOXHO, B CBSI3U C KOHKYPEHTHBIMU OTHOIIIEHUSIMU
MEXIYy BUIAMU U KOONEPATUBHBIMUA OTHOILIEHUSIMU
BHYTpU ToauMopdHoro Buma. K kKoomnepaTHBHBIM
OTHOIIIEHUSIM BHYTPU MOAMMOPGHOTo Buaa (eciu ux
KPUTEPUEM CUMTATh B3aMMHYIO MOJIb3y OT HAJTUYUS
pa3HbIX (DEHOTUITNYECKHUX KJIACCOB) MOXHO OTHECTHU
pacripefiejieHMe MOTOMKOB KaXaoro (eHoTuna Iio
pa3HbIM (DEHOTUMUYECKUM KJIacCcaM U mepepacripe-
JieJieHUue J00bITOro ogHUM (beHOTUIIOM pecypca TIo
BCeil monyJisinuu (CM. HIZKE): B 000X CITydastX MOeT
rnepepacripe/iejieHue pecypca Wil OMoMacchl BuIa
(momyssiiuun) Mo (eHOTUIIMYEeCKUM Kiaaccam. Takoii
B3IJIS1, TO3BOJISIET TTPOBOIUTH aHAJIOTUIO U € YeJloBeUe-
CKHUM COOOIIIECTBOM: HaIlpUMep, B Oosiee CTaOMIHLHOM
KJIMMaTe OOHapY>KMBAIOTCS CTPaHbI C MPEBAIUPOBAHU-
€M KOHKYPEHIIMM B OOIIIECTBE, a B HECTAOMJIbBHOM —
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CTpaHBI ¢ IpeBapoBaHreM Koorepanuu (Kupmuxa
u ap., 2015).

B Hacrosieit paboTte paccMarpuBaeTcs ruIioTe3a
O TOM, YTO HECTaOMJIBHOCTh CPEObl SIBJISIETCS BaXK-
HBIM (paKTOpPOM 3BOJIIOLMM OMopa3Hoobpasus. Eciu
paccMaTpuBaTh BOIIPOC HAa YPOBHE OAHOTO BUIA, TO
ero MOXHO Cc(OPMYIMPOBATh TaK: KaKUe YCJIOBUS
cpensl (CTabMIbHBIC WM HECTaOWIIbHEIE) OyayT OJ1a-
rONpPUSITCTBOBATh TMOIAEPKAHUIO BHICOKOTO YPOBHS
BHYTPUBUIOBOTO MOJIMMOPdU3Ma, a KaK1ue — pacra-
Iy BUJA Ha He3aBUCUMBIE MOHOMOpPQHEIE ITOMYJIsi-
LIMU, KOTOPHIE B JaJIbHEHIIIEM CMOTYT 3BOJIOIIUOHM -
pOBaTh CAMOCTOSTENILHO?

I1pu Takoii ToOCcTaHOBKE BOIIPOCA MBI UMEEM B BU-
Iy, 9YTO YCJIOBUSI CPEIbl BKIIIOUAIOT B C€0S1 U BIIMSIHUE
JIPYyTUX BUIOB (XUITHUKOB, XEpTB, Mapa3uToB). He-
CTaOMJILHOCTD Cpelibl MOXKET BhIpaXKaThCsl B Kojeba-
HUSIX KiIMMaTa WM YUCJIEHHOCTEH XMIIMHUKOB U
XepTB. “Kpu3uCHy10 cuUTyallMio” B Cpele MOXHO
MIpPeICTaBUTh cebe KaK CHIDKEHME KOJIMYeCTBa JI0-
CTYITHOTO pecypca (BbI3BAaHHOE YXYIIIEHUEM KJIMa-
Ta WIN CHIKEHUEM UYMCICHHOCTU XEePTB) WJIM Kak
MOBBIIIEHNE YMCICHHOCTU XUITHUKOB. CTEeIIeHb He-
CTaOMJIBHOCTHU CPedbl MOXKHO OLICHMBATh 110 CUJIE U
yacToTe TaKuX Kpu3ucoB. KoHKpeTusupys Bonpoc o
BIUSIHUW CTaOMJIIBHOCTU Cpeldbl Ha OMopa3HooOpa-
31€, pACCMOTPUM TUIIOTE3Y O TOM, YTO B HECTaOMJIb-
HOI1 cpelie ONTUMAJIbHBIM SIBJISIETCS 00Jiee BBICOKOE
deHoTUIIMYECKOEe pa3HOOOpa3ue IIOIYJISILIMU, YeM B
cTabmiIbHOM cpene. Takoe IpearnoiokeHne CXOTHO C
TUITOTE30i O MOBBIIICHUU BHYTPUMOIYISIIIMOHHOTO
(GEeHOTUIIMYECKOro pa3HOOOpa3us B HECTAOMJILHOMI
cpene (AnemieHko, bykBapesa, 1991). Ilox ¢peHoTH-
MUYECKUM pa3HOOOpa3reM YIIOMSIHYThIe aBTOPHI O~
HUMAIOT He pa3Hyio Mopdoaoruio ocodeii, a pa3HO-
o0Opa3ue pecypCHBIX HUIII U, COOTBETCTBEHHO, OITH-
MaJIbHBIX [JIsI pa3HBIX OCOOEil YCIOBUIA Cpedbl.
B Haimeit Monean MCIONIb3yeTCsl TaKoe Ke ITOHUMa-
HUe GPEHOTUTIMYECKNX KITACCOB B TOJMMOP(MHOIT 1o~
MyJISTIAN. 7151 TpOBEPKM TUIIOTE3bI MBI B XOJI€ MOIE/IH-
pOBaHMSI CpaBHUM YHCIICHHOCTD TaKOi1 ITOJMMOpPdOHOM
MOMYJ/ISILIMY C YMCIEHHOCThI0 MOHOMOP(HOI MOITYJIsI-
LIMH, BapbUpysl apaMeTp HECTAOMIIBHOCTU cpefbl. Ec-
JIM B HECTaOWJILHOM Ccpeie YMCICHHOCTh IOIMMOP(hHOIT
MOIYJISILMK OyAeT 3HAYMTEJIbHO BBIIIE, YEM YKWCIIeH-
HOCTb MOHOMOP(HOIA, 3T0 OyIeT CBUAETEILCTBOBATH O
TOM, YTO MOJMMOP(GU3M JaeT MPEUMYIIECTBO B HECTA-
OMJIBHOM cpefe.

3amaga McciaemoBaHUsI, TAKUM 00pa3oM, COCTOUT
B TOM, YTOOBI BBISICHUTb, IIPU KaKUX YCIIOBUSIX CPEIbI
6osee 3¢ PekTUBHOI (2(pPEKTUBHOCTL OyleM oOlle-
HUBATh MO YMCJICHHOCTU) OKa3bIBaeTcs equHas (ge-
HOTUIIMYECKU pa3HOOOpa3Hasi, moJuMopdHas) mo-
MMyJISIUSI, TOKPBIBAIOIIAsl BCE peCypCHBIC HUIIU, a
Korma g dekTuBHEe HAOOp HE3aBUCUMBIX CITela-
JIU3UPOBAHHBIX ((PeHOTUNUYECKU OJHOOOpa3HBIX,
MOHOMOP(MHBIX) IOITYJISILNI, Kaxaas U3 KOTOPBIX
aJanTUpoBaHa K CBOEl peCypCHOM HUIIIE.
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OtrMmeTuM, 4YTO “peajv3oBaHHasl Hulla (BUIQ)
CTpyKTypupoBaHa. OHa COCTOUT U3 CYOHMII MOITYJIsI-
LU, pa3TNYaloNIuXCcsl YCIOBUSIMU MX CYIIECTBOBA-
Hus Ha apeasie Buga” (CeBepuos, 2013, c. 246). Paso-
ObeM BCIO COBOKYITHOCTH OcobOeit omHOro Bmma Ha
“(yHKIIMOHANIBHBIE (PeHOTUIHNYECKUE KJIacChl” II0
WX PECYpCHBIM HUIINaM, KaK 3TO TMPEIIOXEHO B
pabore I'.'M. Anemenko u E.H. BykBapesoii (1991),
WM, YTO aHAJIOTUYHO, 110 JIOKAIUSIM C Pa3HbIMU pe-
CYPCHO-KIIMMATHYECKUMHU YCIOBUSIMH, K KOTOPBIM
Te WJIA WHBIE TPYIITHI 0COOEi MOTYT OBITh aTaITUPO-
BaHbl (Ranta et al., 1997; Stenseth et al., 1999; Davis,
Shaw, 2001). PaccMoTpuM cuTyaliuu ¢ OQHOM U ¢ 4e-
TBIPbMSI PECYPCHBIMU HUILIAMU (YMCJIO YEThIPE BbI-
OpaHO I TIPOCTOTHI WJUTIOCTPAIV, MOXHO BBI-
OpaThb Apyroe 4ucyio 0OJblile eTUHULIbI, PE3YJIbTaThl
He WU3MEHATCS KadeCTBEHHO). PecypcHBle HUIIM
MOKHO TIPEICTaBUTh cebe KaK pa3HbIe JTOKAIIUY C O~
HUM BUIOM pecypca WU KaK pa3Hble BUIIbl PECYPCOB,
Ba)KHO JIUIIb, YTOOBI KOJICOAHUSI KOJIMYECTBA pecypca
B KaxXKIOM HUIIIE OBIJIM He3aBUCUMBIMHM OT IPYTUX (HU-
A ¢ CHHXPOHHO KOJIEOTIOMMMCS KOJTUIECTBOM pe-
cypca BIMSIOT Ha pe3yJbTaThl MOACIMPOBAHUS Kak
eInHas HUIA). AMIUIUTYIa KoJjlebaHWil KOJImdecTBa
pecypca B HHUIIIE SIBJISIETCSI MEPOM HeCTaOMJIbHOCTHU
cpedbl: B CTaOWIBHOM cpelie KOoebaHusl OTCYTCTBYIOT,
B HECTAaOMJILHOM OHU BEJIUKU 0 amrutuTtynae. I1omoo-
Hasl HeCTaOMIBHOCTD B IIPUPOJIE MOKET OBITH BRI3BAHA,
HaIpuMep, KIMMaTHIeCKUMHU KoJjiebanusiMu (Stenseth
et al., 1999), mpu KOTOPBIX YeM OJINKE JTOKALUU, TEM
CUHXpPOHHEe KoJieOaHUsI YMCISHHOCTU OIS
BuIa B aTux jJokanusx (Ranta et al., 1997); koneba-
HUSMHW YUCJIICHHOCTHU XUIITHUKOB WJIM MIAPa3UTOB LTSI
JNIaHHOM MOMYJSAINUU (MU JAHHOTO (DEHOTUTTNYECKO-
To KJTacca), 9TO TAKKe TTPUBOIHT K KOJICOAHHSIM YIC-
JICHHOCTH KaK OTAEJIbHBIX BHYTPUBUIOBEIX TPYIIITH -
poBOK, Tak U Buaa B HejioM (Krebs et al., 2001); po-
CTOM UYMCJICHHOCTM CaMOil  TOIyJSIHUU, 4YTO
MIPUBOIUT K MUCUEPIIAHUIO PECYPCOB U MOCIeIyIOIIe-
My pe3koMmy cramy duciieHHoct (KoporaeB um mp.,
2015). B Hamreit Mmomenu KojiebaHMsI KOJIMIEeCTBa pe-
cypca B OHOI HUIIIE, BbI3BAHHbIE HECTAOUIBHOCTBIO
cpelbl, MPUBOIST K KOJeOaHUSIM YUCICHHOCTH OCO-
Oeit cooTBeTCTBYIOIIErO (DEHOTUITMYECKOTO KJjlacca,
“mpuBsI3aHHOTO” K 3TOM HHMmIe. Eciyu B monynsium
HET BHYTPEHHETO (heHOTUITMIECKOTO pa3HOOOpas3vs
(cutyauus “ogHa HMIIIA” ), TO BCE OCOOU U UX TOTOM-
KM OTHOCSITCSI K OMTHOMY (heHOTUTTMYECKOMY KJIaccy
U HaxodsaTcs B ogHol Hule. Eciu peHoTunmmMyeckoe
pa3HooOpa3ue ecTh (CUuTyalus “4eTbipe HUILIKU ), TO
CYMTaeM, 4TO TTOTOMKH OCOOeil M3 KaXXmoi HUIIHN
pPaBHOMEPHO PacTIpenelISIIoTCS IO BCeM YeThIpeM HU-
IaM 1 TaM puKcupyrooTcsi. Takoe paBHOMEpPHOE pac-
MpeaejeHue MOTOMKOB IO BCEM HMILIAM MOXHO CUM-
TaTh Pe3yJbTaTOM MX MUTPALIUU U3 HUIIU CBOUX PO-
IUTEJIE B  JpyrMe€ pPECypCHbIe HUIIU, HE
paccMaTrpuBas ee TUHAMUKY.
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HecrabunpHOCTh Cpenbl paCCMOTPUM B IBYX Ba-
puaHTaXx: BO-NIEPBBIX, KaK CHIXKEHNE KOJIMYECTBA pe-
cypca B HuIIe (QaHAJOr CHIDKEHUSI YUCICHHOCTU
XKEPTB); BO-BTOPBIX, KAK T'OEIb OIIpeaeIeHHOMN 10U
MONYJSIIANA 3TOTO (PEHOTUITMYECKOro KJjacca (aHa-
JIOT YBEJIMYEHUSI KOJIMYECTBAa XUITHUKOB). B 06omx
clIydasix OyaeM B SBHOM BHUE YIUTHIBATh KOJTMIECTBO
JIOCTYITHOTO pecypca B Hulle. Borpoc o 3aKkoHe pas-
MHOXEHMS MONYJISIIUU SIBIISIETCS TUCKYCCUOHHBIM,
€CTh HECKOJIBKO W3BECTHBIX MOAEJEei, IIPU STOM
Kjaccuyeckass moaenb Mepxionbera (PU3HMYEHKO,
Py6uH, 1993) cuuTtaercsl akTyaJlbHOI U TIPU COBpE-
MeHHOM KputudeckoMm aHanuse (Hemopesos, 2015).
DTa MoJeb NOAXOIUT JJIsl PeIlleHUs HallluX 3aaad4,
IIOCKOJILKY B HEil SIBHO 3a/1a€TCSI peCypCHAsI EMKOCTh
Cpenbl, 9TO MO3BOJISIET M3y4aTh TMHAMUKY ITOITYJISI-
oUU TIpu orpaHnmdeHHOM pecypce (Gonzalez, Holt,
2002; Andras et al., 2007; D’Odorico et al., 2008; He-
denos, 2012; Koporaes u mp., 2015; Pereda et al.,
2017).

B HacTtosieit pabote ¢ MOMOIIbIO MaTeMaTUye-
CKOTO MOJIeJIMPOBaHMS OLIEeHWM, KakoBa 3(deKTUB-
HOCTb MOMYJSIHUM B CTAOUJIBHBIX M HECTAOWJIbHBIX
YCJIOBUSIX, YYUTHIBAS ClEAyOlIMe (haKToOphl: HAIIIEBOE
pasHooOpasure ocobeit B moIyJisiiiuy (aHaJIoT (peHOTH -
IMUYECKOTO pa3HOOOpa3usi), CTEIeHb Ccleluain3a-
LMY /TeHepaTu3ali 0cobeii, BO3MOXHOCTD repepac-
MpeaeseHUs] PECYPCOB MEXIY 0co0sIMU. DPDEKTUB-
HOCTb TIOIYJISILIMUA OLIEHUM KakK CPeIHIOI0 3a MepUO]T
BpPEMEHU YUCJICHHOCTh MOMYJISLNU B ONpeneeHHOM
cperne.

HumeBoe pasHooOpasue MOIMyISIIUM MpeacTa-
BUM cJieayioluM obpa3oM. PaccMoTpum enmHyro
MOJUMOP(PHYIO MOIMYJISILINIO, TOKPHIBAIOIIYIO BCE Ye-
TBIpE PEeCYypCHBIE HUIIU U COCTOSILIYIO M3 YEThIpEX
(GEeHOTUTIMYECKUX KJIACCOB, IIOTOMKM KOTOPOM paB-
HOMEPHO 3alloJHSIOT BCce YeThIpe Kjacca (00o3Ha-
YUM 3Ty CUTyalnio Kak C4). DTy NOIyJISILIAIO MBI CO-
IMOCTABUM I10 YMCJIIEHHOCTH C YEThIPbMSI HE3aBUCH-
MBIMU MOHOMOPMHBIMU TOMYJISILIUAMU, Kaxkaas U3
KOTOPBIX CIELMAIM3UPOBAaHA MO CBOIO HMUIIY; ITO-
TOMKHU OCTAlOTCSI B TOM K& HMIIE, YTO U POIUTECIU
(C1) (puc. 1). Takoe comocTaBjieHUE MOJUMOPGHOI
MOMYJISIAN C HECKOJIBKUMU MOHOMOP(MHBIMU CIE-
JIAHO IIJISI BO3MOKHOCTH TIPSIMOTO KOJIMYECTBEHHOTO
CpaBHEHUSI YMCJIEHHOCTU W IJISI BBISIBJICHUST YCJIO-
BUIA, GIaTOIIPUSITCTBYIOIIUX MOIUMOPHU3MY.

CreneHb TOJEPAHTHOCTU (DEHOTUIOB K Bapua-
OEIbHOCTH YCJIOBUI CPelbl MOXKET OBITh BBICOKOIA (Te-
Hepaau3alus) Wi HU3Koi (crneuuanuzainus) (Alie-
meHko, bykBapeBa, 1991). B xome MomennpoBaHMsI
MBI OyIeM CpaBHUBATH ““CITCIIMAIIMCTOB” W “TeHepaI-
croB” (D’Odorico et al., 2008; Eisenhauer et al., 2012;
Matias et al., 2013). CriennajmcThl B Hallleit MOOEIn
CIOCOOHBI OJIYYaTh PECYPC TOJIBKO U3 OAHOI HUIIIH,
TreHepaJIrCThl MOJIY4YaloT pecypc U3 ABYX COCETHUX
HUIII, 13 KaxXn0i ¢ Koapduimernrom 0.5 (HopMupoBKa
JUUIS COTIOCTaBJIEHUsI co crielmanuctamu). HezaBucu-
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Mble MOHOMOP®HBIE ITOMYJISIIUKU TeHepanrucToB ['1
OyIyT COIOCTAaBJIEHbI C HE3aBUCUMBIMU MOHOMOpP(-
HbIMU monyasiuusiMu crneuuanuctop Cl (puc. 1).
Enunast monumopdHass monyisuus TeHepalluCTOB
I'4, cocTosmiasa u3 yeTbipeX (peHOTUMNYESCKUX KJTac-
COB, OyIeT COMOCTAaBJIEHA M0 YUCIEHHOCTH C eIUHOMI
noamMmopdHOiT Tonyrsameii crienuaancToB C4, Tak-
Ke COCTOSIIIEeH 13 YeThIpeX (heHOTUITUYSCKUX KJIac-
coB (puc. 1). Kpome Toro, paccMOoTpuM TaK Ha3bIBa-
eMyIo0 IJIaTy 3a reHepaiau3anuio (Matias et al., 2013) —
3a BO3MOXHOCTb MOJIy4YaTh PEeCypchl U3 NBYX HUIII
HYXXHO TUTIATUTh CHIDKEHUEM 3(D(MEKTUBHOCTU UX KC-
MOJIb30BaHUSI, 0 CPAaBHEHUIO CO CIELMAINCTAMU.
B Hamreit Mmogenu 1ara 3a reHepaan3alio COCTOUT
B TOM, YTO FeHEPAJIUCT OCBAUBAET JUIIb 95% mOObI-
TOro UM pecypca (0603HauMM Kak '95%), a reHepaicT
0e3 Takoii 11aTel ocBanBaeT Bce 100% (I'100%).

IlepepacnpeneneHne pecypcoB — MeXaHU3M KO-
onepaluy BHYTPU MOIMYJISILUM, 3PdHEeKT KOTOPOTo
Mbl TOXE PacCMOTPUM IIpA MOACIMPOBAHUM IIOJIM-
MOP(HOI ITOMYJISILIAM, YCTIONbL3YIOIIEi pa3HbIe HUIIIN.
Y HEKOTOPBIX XKUBOTHBIX BCTpeUaeTCsl pacripenesicHre
o011Ieit TOOBIUM MEXKIY WIeHAMM IPYIIIIbI, JOOPOBOJIb-
Hasl nepengada n1oosiToro pecypca (food sharing) pon-
CTBEHHBIM WJIU HEPOJACTBEHHBIM OCOOSIM, B3aMMO-
MOMOIIb MEXIY OINpeAeeHHbIMU 3HAKOMbIMU WH-
muBuaamMu (reciprocity), BeiIpamnmBaHue (tolerated
scrounging) ¥ TepIMMOCTb K HACUJIbCTBEHHOMY OTh-
eMy pecypca Ipyrumu ocoosimu (tolerated theft). DTu
MEXaHU3MBI XapaKTepHbI, B 9aCTHOCTHU, IJIsI KOOIIe-
PaTUBHBIX OTHOLIEHU JIIOAEH 1 HEKOTOPBIX ITpUMa-
toB (Jaeggi, Gurven, 2013a). OnHoOiT 13 BO3MOXHEIX
MIPUYMH TOOPOBOJIBLHOM Mepemnayn pecypca cCUuTaeT-
Ccs1 MeXaHU3M PELUIIPOKHONM B3aMMOITOMOIIU (reci-
procity) (PeytoB u ap., 2019), npy1 KOTOpOM UHAVBU/T
JIEIUTCS TOOBITHIM PECYPCOM C TEMU MHIMBUIAMMU,
OT KOTOPKIX OH CaM paHee Ioaydall NoaaepxkKy (Jae-
ggi, Gurven, 2013b). ITocKoabKy MBI He MOIEIIMPYEM
B3aMOJIEMICTBUSI OTHOEJIbHBIX MHAWBUIOB (KakK Ha-
npumep, Pereda et al., 2017) 1 Bcex UHAUBUIOB, MPU-
HaleXallux OOHOMY (DEHOTUIIMYECKOMY KJlaccy,
CUMTaeM OIMHAKOBBIMM OTHOCHUTEJILHO peIIacMOii
3aJayd, MeXaHu3M oOOMeHa MeXIy WHIWBUIAMU
MOXHO MacIITaOUpOBaTh B MOIEJIM HA BCIO ITOITYJISI-
LIMIO KaK 00OMeH Mexay (heHOTUIIMYECKUMHU Kilacca-
MU. MBI He paccMaTpuBaeM IMCHUXOJIOTMYSCKUE MO-
TMBalLlM1 Y4aCTHUKOB oOMeHa (Sznycer et al., 2017), a
TONBKO pecypcHBIN 3 deKT oOMeHa B paMKax 1IeJI0it
nonyJasiuuu. Bo3aMoXXHOCTh niepepacipeneicHusl pe-
CYPCOB PacCMOTPUM Yy €IMHOM MOMYJISILUU, COCTOSI-
el u3 9eTbipex (eHOTUITMYSCKIX KIIaCCOB CIenua-
JIMCTOB (Kak B cutyaluu C4), HO y KOTOPBIX TOOBIThIN
pecypc paBHOMEPHO MepepaclpenesisieTcss MexXIy
(eHOTUIIMYECKUMM KJIacCaMU — CTpaTeTus “KOJI-
JIeKTUBU3Ma” (0003HAUYMM 3Ty cuTyaumio Kak K4;
puc. 1, K4).

Mmutupyemsblii B Mofenu (B cutyauusix C4, I'4 u
K4) BHYTpUIIOIYISIIMOHHBII ITOJIMMOP(U3M, TIPU KO-
TOPOM OCOOH CITYJaifHBIM 00pa30M pacipencIsIoTCs
Ne 3

TOM 81 2020



EJVHCTBO ITOIIYJIALIWNN KAK CITOCOB BEIDKMBAHUA 197
Pecypc Pecypc
i i i i i i i i
I I I I I I I I
1 1 1 1 1 1 1 1
1 1 1 1 1 1 1 1
A\ \/ \4 A\ \4 A\ \/ A\
Pecypc
ci c4 I
Voo
I[ToTromMkn IToTroMkn |:| |:| |:| |:|
ke N
Pecypc Pecypc N T
i i i i i i i i ! ! i !
A A A A
v v v v v v v v \ v A v
— — — —
Il J L r4 J L I[ToTromMKku
IToTomku IToTromku

Puc. 1. PaccMoTpeHHbBIE CTpAaTernu XU3HEACSITeIbHOCTH MOMyJsiiinu. [ToToKu pecypca nokasaHbl IyHKTUPOM, pacripeesie-
HUE MOTOMKOB CIUIOLIHBIMU JUHUSIMU. [IpsSIMOYTOIBHUKM 0003HAYAIOT PeCypCHbIE HUIIU YeThipeX (heHOTUITMYECKUX KJlac-
coB. C1 — yeThIpe HE3aBUCUMBIX ITOMYJISIINY CIIEIIMATUCTOB, KaX1asi 3aHUMaloIas CBOIo pecypcHyto Huiny; C4 — equHast 1mo-
MYJISILMS CIIeIMaJICTOB, COCTOSIIAsI U3 YeThbIpeX (PeHOTUITMYECKUX K1acCOB (aHaJIOT (DEHOTUIUYECKOTO pa3HOOOpa3usi), Ux
IMOTOMKU pacIipeesiIioTCsI [0 BCeM KilaccaM paBHOMEpHO; ']l — yeThIpe He3aBUCHUMBIX ITOMYJISILIMY TeHePATUCTOB, Kax/aasi Io-
MYJISIIYS YepIiaeT pecypce U3 IBYX HUIII, HO JeJIaeT 3To B 2 pa3a MeHee 3(h(GeKTUBHO, YeM criennanucThl; ['4 — enmHast morrysisi-
LIMSI TEHEPAJIMCTOB, COCTOSIILAs U3 YeThIpeX (PeHOTUIMMYECKUX KJIACCOB, TOTOMKHM KOTOPBIX PACIIPEACIISIIOTCS IO BCEM KJlaccam
paBHOMepHO; K4 — enrHast moIynsiims “KOJIJIEKTUBUCTOB” , COCTOSIIAS U3 YeThIpeX (PeHOTUITMYECKUX KJIACCOB, IIepepacIiipe-
NEJISTIONINX TOOBITHIN pECypC MEXIy BCEMU KlacCaMU, TPOITOPLIMOHAIBHO UX YUCIIEHHOCTH.

1o ¢GeHOTUIIMYECKUM KJIaccaM, pa3IndaloiIuMcs 10
CBOEii CMOCOOHOCTU K DKCIUTyaTalluy Te€X WA MHBIX
PECYPCHBIX HMIII, MOXHO pacCMaTpUBaTh KaK BapH-
aHT TaK Ha3bIBAEMOTO “OMOJIOTMYECKOTO XEIKHUPO-
BaHMs cTaBoK” (biological bet hedging). bBricTpo pa3-
BUBAaIOMIAsACS B IMOCIeTHUE TOAbl KOHLEIIIUA “O1o-
JIOTUYECKOTO XCIKMPOBAaHUsI CTaBOK’ OCHOBaHa Ha
TOM, UTO 3BOJIOLIMOHUPYIONINE ITONYJISIINK (KaK U
WUI'POKU Ha OMpKe) MOTYT YMEHBIIUTh PUCK, CBSI3aH-
HBIII C HENpeIcKa3yeMbIMU KOJICOAaHUSIMU Cpebl
(OyIb TO LIEHBI Ha aKIIMK WJIM KOJIMYECTBO OCAIKOB),
MyTeM ONTUMAJbHOTO paclpeaesieHusl “CcTaBoK”,
noa KOTOPBIMU B ClIydae OMOJOTMYECKUX OOBEKTOB
MMOHMMAIOTCSI MHBECTULMU B pa3IUYHbIE aganTUB-
HBIE CTpaTernu. 3a 3TO, KaK IIPaBUIO, IIPUXOIUTCS
MJIaTUTh CHUKEHUEM BBIUTPHIIIA (IPUCIOCOOIEHHO-
CTH, KOJINYECTBA IIOTOMKOB) B 0JIaTONPUSTHHIX YCIIO-
BUSIX (KOTOPBIM B HaIlIE MOIEIN COOTBETCTBYET OT-
CYTCTBHME KPU3HUCA), HO B JOJATOCPOYHOI IEPCIEKTH -
B€ Takasl CTpaTerusi MOXET OKa3aTbCs HamboJjiee
YCIICIIHOM B HEMPEeacKasyeMo MEHSIOLICICs cpene.
Kiaccuueckuit mpuMep OGMOIOTMYECKOTO XEIKUPO-
BaHMSI — OTO PaCTeHUS, Y KOTOPBHIX YaCTh CEMSH
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BCXOJIUT Cpa3dy, a 4aCTh — TOJIbKO CITYCTSI KaKOe-TO
BpeMms (HalpuMep, Ha clIenyloluii rom). B cradbuiib-
HBIX 0J1arOTIPUSITHBIX YCJIOBUSIX 3TO CHUKAET perpo-
IYKTUBHBIN yCIeX, a B HeCTAOMJIBbHBIX — ITOBBIIIAET
(HampuMep, €ClIM CIy4Yuiach 3acyxa, IOTyOuBIIast
OosblIyIO YacTh BcxoaoB aToro roga) (Childs et al.,
2010; Starrfelt, Kokko, 2012).

B nameit Monenm KonebaHMsI KOTMYECTBa pecypca
B Ka>KI0M HUIIIE MOJICJIMPYIOTCS KaK MePeX0abl MEXK-
Iy OBYMsI TUCKPETHBIMU COCTOSIHUSIMH: “HOpMalb-
HbeIM” U “KpusucHbeiM” (puc. 2a) (Gonzalez, Holt,
2002; D’Odorico et al., 2008; Wienand et al., 2017).
KpusucHast cutyanust BO3HUKAET IO O4Yepean B KaxK-
IOl M3 4YeThIpeX PEeCYpPCHBIX HUII (TaKUM 0Opa3zoM
MOACINPYETCSI HE3aBUCUMOCTD KOJIeOaHUIt B HUIIIAX).
B xaxpaprii MOMEHT BpeMEeHM TPU HUIIKM U3 YEThIPEX
HaxoISITCS B HOpMaJIbHOM cuTyaluu (puc. 28); B clie-
JIYIOIIMI MOMEHT KpU3UCHAasI CUTyalus “TiepeMeria-
eTcs1” B COCEOHIO HUIY. B HOpManbHOII cuTyanuu
B PECYPCHOI1 HUIIIE €CTh MaKCUMAaJIbHOE KOJIMYECTBO
pecypca (Rmax = 30000 eqmHUIL pecypca), KOTOPbIiA
MOXET OBITh ITOJIyYEH COOTBETCTBYIOIIMM (DEeHOTH-
IOM, aJanTUPOBAHHBIM K HaHHOW Huile. B kpusuc-
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Puc. 2. [TpumMep TMHAMUKY YUCIEHHOCTH TIOMYJISILIMIA B MOZIEJIM C KOPOTKUMM KpU3rcaMu (IJTUTEIbHOCTb KpU3MCOB 1 TakT).
ITo ropuzoHTanu — Bpemsi (IokasaHbl MOMEHTHI OT 32 10 43). a — KosnebaHust cpeasbl. [1o BepTukanm — KOJIMYeCTBO pecypca B
cpene (3000 B kpusucHsbie TakThl, 30000 B HeKpu3ncHbIe). Kpr3ncHast cUTyalysi IpOMCXOAUT KaxKIble YeThIpe TaKTa. 6 — YKC-
JIEHHOCTb OJTHOTO (heHOTUITYecKOoTo Kitacca rpu crpareruu Cl. [To BepTukanu — 4nuciieHHOCTh. [IyHKTHUp — CpeaHsist YMCIIeH-
HOCTb Bceit momyssiuuu (paBHa 4817). ¢ — konebaHus cpebl s yeTbipex Hulll. O6o3HaueHus Kak Ha a. KonebaHus pecypca
B KaXk[I0#1 HUIIE CABUHYTHI MO (ha3e Ha OAMH TAKT IS OMUCAHUST HECTAOMJIbHOM CPEbl C YETHIPbMST Pa3IMYHBIMU HUIIAMU. & —
YMCJIEHHOCTD BCeX YeThIpeX (heHOTUITNUECKUX KiaccoB Wist cTpaTterun C4. O6o3HaueHUST Kak Ha 6. [TyHKTUp — cpemHsis unc-
JIEHHOCTb Bceil momyssiiuu (paBHa 5786, uto Ha 20% Bblle, yeM Ha 6). Ctparerusi C4 MOBBIIIAeT OTHOCUTEIBHYIO YHCIIEH-
HOCTB TOIYJISILUM B JaHHOM cpene Ha 20% no cpaBHeHUIO co cTpaterueit Cl.

HOI1 CUTyalluy pecypca MeHbIIIe: B HUIIe TPUCYTCTBY-
€T JIMIIb OMNpeAeJeHHbI MPOLEHT oT R, (aHayo-
rnaHo Monenu Bunanma ¢ coaBr. (Wienand et al.,
2017)). AHanorndHble UBMEHEHMSI PECYpPCHOM Oa3bl B
MPUPOJE MOTYT OBITh CBSI3aHbI, HATIPUMED, C KOJieba-
HUSIMA TOTOOHBIX ycnoBuii (Stenseth et al., 1999;
Krebset al., 2001; babypun, Yuctsakos, 2007). Komu-
YeCcTBO pecypca BO BpeMsl Kpu3uca paBHO Rmin =
Rmax(1 — H), roe H — “cuna xpusuca”, SIBJISIIOIIasI-
Cs1 B MOJET Mepoii HeCTaOMIbHOCTH cpenbl. Hampm-
Mep, eciau HecTadbuJIbHOCTh cpeabl H = 0.9 (ouyeHb
BBICOKasT), To Rmin = Rmax X 10% = 3000 (puc. 2a,
8).

B Monenu omgHa emuHUIIA pecypca MOXKET MPOKOP-
MUTH OJHY 0CO0b B eAuHUILYy BpeMeHU. COOTBETCTBEH-
HO, KOJMYECTBO IOCTYITHOTO pecypca OrpaHUYUBAcT
YUCJICHHOCTh TOITYJIsIK. B KauecTBe 3akoHa pa3MHO-
KEHUS WCHOJIb3YETCST KIIACCUYECKUIA JIOTUCTUYECKIIA
3aKOH pasMHoxXeHUss PDepxionbera (Pru3HmyeHko, Py-
6uH, 1993):

N(t+1) = N@) + raN@®)(1 - N(©)/R) — dN(1).

3nech N(f) — YUCIEHHOCTb HAceJeHMsI HaHHOM
HUIIA B MOMEHT BpeMEHH £, R — KOJIMYECTBO pecypca
(“eMKOCTb cpenbl”’, paBHasd Rmin 1mb6o Rmax), ra —

JKYPHAJI OBLIEN BUOJIOTUU

K03 duIMeHT pa3MHoxeHus (paBeH 0.3 oy puc. 2,
3, 5; paBeH 0.6 mis puc. 4), d — K03 GULIMEHT CMEPT-
Hoctu (paBeH 0.01). B HeKpM3UCHOI cUTyally KOJIM-
yecTBO pecypca R = Rmax = 30000, u eciu, Harpu-
Mep, YMCJIeHHOCTh HaceneHust Huiu N(f) = 3000, To
N+ 1) =3000 + 0.3 x 3000 x 27000/30000 — 0.01 X
%X 3000 = 3781, T.e. IPUPOCT C YYETOM CMEPTHOCTU
+781. B Kpu3KMCHOII cuTyallui KOJIMYECTBO HOCTYII-
HOTO pecypca, KakK IIpaBUJIO, OKA3bIBAETCS MEHBIIIE,
YyeM YUCJIEHHOCTb HaceJleHUs] HUIIU (T.e. YeM 4YuC-
JIEHHOCTb COOTBETCTBYyloIllero deHoruna). B atom
caydae 90% “n30BITOYHONM” YaCTH HACEJIEHUS TTOTH-
Oaet ot rojiona. Hanpumep, ecam 4ucieHHOCTh ¢e-
HOTHUIIA B JAHHBIM Kpu3uCcHbBINA TakT paBHa 4000 oco-
oeii, a Rmin = 3000, To u3 4000 — 3000 = 1000 ocobeii
90% morubaeT u Ha caeaymoleM TakTe octaercs 3100
ocobeit maHHoro deHotuna (oburtaTeneil 3Toi HU-
mu). OgHako B cutyauusx C4 u I'4 yacTh TOTOMKOB
Ipyrux (eHOTUIIOB BOCIIOJIHAT CHU3UBIIYIOCS YKC-
JIEHHOCTh JAHHOTO (PEHOTUIA Ha CIIEOYIOIIEM TaKTe

(puc. 1).

JnutenbHBIe KPU3KCHI TAKOTO TUIIA HE IIPUBOOSAT
K KQY€CTBEHHBIM M3MEHEHUSIM IO CPABHEHUIO C KO-
POTKMMU, IOCKOJIBKY Ha BeCh mepuo Kpusuca ¢puk-
CUPYIOTCS COOTBETCTBYIOIIIME HU3KUE 3HAYCHUS KO-
Ne 3
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Puc. 3. [luHaMyKa 9YMCIICHHOCTHU MOITYJISIINY, 3aHUMAa0-
e oHy HUIIY, B cTabMiIbHOI cpene (H = 0; BenmuuuHa
pecypca B cpene nocrosstHHa u paBHa 30000; ctapToBast
ynciieHHocTh nomysinuu 3000 ocob6eii). KpuBast pocra
YHUCJIEHHOCTU UMeeT S-o00pa3Hyto hopmy.

JIM4YecTBa pecypca 1 ynucneHHoctu. [loaTomy momod-
HUTEJIBHO  M3YYaJloCh  BIMSHUE  JIJIUTEIbHBIX
KpHU3MUCOB HE€ NMYTEM YMCHBIICHUSA KOJIMYECTBa pPEC-
cypca, a U3BATHEM OOoau momyisuuu (MeHmxKen,
Kuapk, 1992). st 3Toro Kaxnaasi HUIIA 110 o4epean
OKas3bIBaJjlaChb B KpI/I3I/ICHOI7[ CUTyallUM Ha YETbIPEC TaK-
Ta moapsn (puc. Sa), mpudeM KOJIMUECTBO pecypca He
YMEHBIIIAJIOCh, HO MOCJIE MPUMEHEHUSI (OpMYJIbI
q)erlOIIbCTa CHMKaJIaCb YMCJICHHOCTDb ITOITYJIALINN
nyreM ee yMHOoXeHUs1 Ha (1 — H). Toabpko B 3TOM
cliyyae IIATEIbHBIA KPU3UC OKa3bIBAET MHOE BIIUSI-
HUE, YEM KOPOTKUMA.

CnenuaaucThl II0JIYy4aloT PECYPC U3 OAHOM HUIIIH.
I'eHepaIMCTHI MOMYYaloT pecypc M3 IBYX COCEIHUX
Huil, ¢ koadgdumueHnrom 0.5. Ecam BBomuTcs miata
3a reHepaJIn3annio, TO U3 ITOJIyYeHHOTO pecypca BhI-
yuraercd 5%.

HavanpHast 9MCIIEHHOCTh KaXI0M U3 YeThIpeX I10-
Oyl (WIK 9eThIpeX (DEHOTUITOB OMHOI MOITYJIsI-
1K) B Kaxmoil Huie cocraBisia mo 3000 ocobGeid.
HTtoroBast YMcIEeHHOCTB TIOMYJISILIAM OLICHUBAJIACh KaK
cpenHee N(7) c momenTa ¢t = 1000 o momeHTa ¢ = 2000.
B Monenu paccMarpuBaiInch MOITY/ISLIAM, 3aHAMAIO-
mue ogHy (Cl1, I'l) u gyetbipe Humm (C4, I'4, K4).
I1pu 3TOM 111 KOPPEKTHOTO COIMOCTABJIEHUSI UTOTO-
BBIX YMCJICHHOCTEH IS 3TMX CTpaTeruii IMpOBOAM-
JJachb HOPMUPOBKA YMCJIEHHOCTH (BenudyuHa N 118
C4, I'4, K4 nenuiack Ha 4). OnieHMBajIach Takxke 3¢-
(beKTUBHOCTD IIPOIYKIIMK OMOMACChl KaK OTHOIIICHNE
YUCJIEHHOCTU N K cpeTHeMY KOJIMUECTBY pecypca R B
cpene, 4To MOXHO TpakroBaTh Kak KIII maHHOI
CTpaTeruu.

PE3VJIBTATDBI

B ctaGunbHoit cpene (H = 0%) 4uciIeHHOCTD I10-
MYJISIIUY B MOJEIN PACTET IO JIOTUCTUYECKOMY 3aKO-
Hy (S-o0pa3Hasi KpuBasi) U Jajiee OCTaeTCsl Ha IIOCTO-
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STHHOM YpoBHe (puc. 3), KaK M CJIeayeT U3 MOACIU
pasMHoOXeHusT DepxiojbcTa, HA KOTOPOl OCHOBaHAa
Hama Mozenb. B HecrabunwHo cpeme (H = 90%)
YHUCJIEHHOCTh 0CO0Eii B HUIIIE KOJIeOIeTCS B COOTBET-
CTBMU C KOJIEOAHUSIMU pecypca B 9TOM Hulle (puc. 2).
COOTBETCTBEHHO, YMCJIICHHOCTh ITOIYJISILIUM, 3aHU-
Mampomeil ogHy Humry (Cl), KonebJeTcss B COOTBET-
CTBUM C KojebaHusIMU cpenbl (puc. 260). YwucieH-
HOCTb ITIONYJISIIUK, 3aHUMAaIOIIeil HEeCKOIbKO HMIII
(C4), okasbiBaeTcs 0ojee cTabMIbHA, TaK KaK KoJe-
0OaHUs YUCJIEHHOCTU ee¢ (heHOTHUIIOB, 3aHUMAIOIINX
pa3Hble HUILLIU, UAYT B IIpoTuBodase (puc. 2¢). Cpen-
HSISI YU CIIEHHOCTD MOJIMMOP(MHO MOy, 00J1a-
Jnaronie eHoTunuueckuM pasHoobpaszuem (C4),
OKa3sbIBaeTCs B JaHHOM citydae Ha 20% BEIIe (cpaB-
HUTE IIyHKTUPHBIC JIMHUU Ha puc. 26 u 2). [IpuBeneH-
HBI IPUMEP TTOKA3bIBAET, UTO YBEIUUEHUE (DEHOTU-
MAYECKOTO (HUILIEBOTO) pa3HOOOpa3usl B MOMYJISIIINIA
MOXET CHMXXATh KOJIeOaHUSI YMCIICHHOCTU TIOITYJISI-
ouu (T.e. YBEJIUYUBATh €€ CTAOMJIBHOCTH) M TIOBBI-
IIaTh CPEIHION YHCICHHOCTD ITOIYJISIIUKU B HECTa-
OUIILHOI cpelle MO CpaBHEHUIO C TMOITyJIsIueii 6e3
¢deHoTUIIMYEeCKOro (HUIIEBOro) pa3HooOpasusi.

PocT HecTaGMILHOCTU Ccpelbl MOAEIUPYETCS KakK
yBEJIMYEHUE CUJIBI KPU3UCOB, T.€. CHUXACTCSI CPe/l-
HSISI BEJIMYMHA pecypca B cpelie, MO3TOMY IO Mepe
pocTa HeCcTaGMJIBHOCTU YUCJIEHHOCTh HOIYISIINU
OXUJIAeMO CHMKAeTCsl IJisl BCeX TUIIOB CTpaTeruii
(puc. 4a). Oka3pIBaeTCsl, YTO B HECTAaOMIBHOM cpee
reHepanm3anus (I'1) BeiromHee crieninaan3anul 0CO-
oeii (Cl), ¢peHOTUIIMYECKOE pa3HOOOpa3ue U IOJIU-
MopdusM nomyisuuu (C4) BeIrogHee MOHOMOP(DU3-
Ma 1 y3KOM crienmanu3aunu K ogHoi Huie (Cl1), a
HaunboJjiee BBITOIHO KOOIIepaTUBHOE Tepepacnpeme-
nenue pecypca (K4) (puc. 4a, npu H > 0.6). B cra-
omnbHOM cpene reHepanu3anus (I'1) meHee addek-
THUBHa, yeM crienuanu3auus (Cl) (puc. 4a, H < 0.5).

B HecTabunbHOI cpene cpemHuii ypoBEeHb ITOCTY-
MalollIero pecypca HUXe, 4eM B Oojiee CTaOWJIbHOMM,
MO3TOMY UISI M3YYSHUS POJIU HECTAOMIBHOCTHU CPEIbI
MMEET CMBICJI CpaBHUBAThb HE TOJBKO YMCJIIEHHOCTh
MOTMYJISIUYN TIPU Pa3HBIX YPOBHSIX HECTAOMJIbHOCTU
(puc. 4a), HO ¥ OTHOILIEHYE YMCICHHOCTU K BEIUIM-
HE MOCTYIIAIoIIEro n3 cpensl pecypca — aHaymor KIT/T
MPOAYKIIMKM GMOMAacChl Ha eIUHUILY pecypca (puc. 40).
®opma KpuUBBIX 3(PPEKTUBHOCTUA IIPOAYKIIUU OMO-
Macchl (puc. 46) aHajorudHa (opme KpUBBIX UHMC-
JIeHHOCTH (puc. 4a), ¥ MOPSIOK MPpUOPUTETA CTpaTe-
Uil coxpaHsieTCsI, HO OTHOCUTeJbHasA 3(Pp(heKTUB-
HOCTb  CTpaTeTuii  KOJMYECTBEHHO  MEHSIETCS.
Hanpumep, BunHo, yto ctparerust K4 emie 6oee ag-
¢dexTrBHA OTHOCUTENbHO cTpaterun Cl, ecnu ole-
HUBaTh 3@GEKTUBHOCTL MNPOAYKINHN OMOMAaCCHI
(puc. 46) BMeCTO YMCJIIEHHOCTH ITonyJisiiuu (puc. 4a).
Taxxe BumgHO, 4To Tpacdpuk K4 oueHb MeIJIeHHO CITa-
JIaeT C POCTOM HECTAOWJIbHOCTU CPEAbl, €C/IU OLICHU-
BaTh 3(h(PeKTUBHOCTH MPOIYKILIMK OroMacchl (puc. 46).
DTO 03HAYaeT, YTO CTpATerusi KOONEepaTUBHOIO IIe-
pepacnpeneneHus pecypca (K4) nambonee adpdex-
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Puc. 4. PesynbTaThl MOIEIMPOBAHMS TIPU JUIMTETLHOCTU KpU3KncoB | TakT. [1o ropu3oHTaIbHOI OCH — CTeTIeHb HeCTaOMIIbHO-
ctu cpenbl (BennurHa H ot 0 1o 1), HeCTaOMILHOCTD YBEIMYUBACTCS CJIeBa HAIIPaBoO. @ — 3aBUCUMOCTb YUCJIICHHOCTH ITOITYJISI-
11U (BepTUKaIbHasl OCb) OT CTENEHU HECTAOMJIBHOCTU Cpebl TIPY PA3HBIX MOIMYJISIIMOHHBIX cTpaTerusix. C pocToM HecTa-
OMJIBHOCTHU CPelbl YMCIIEHHOCTh CHUXKaeTcsl. B HecTaOMITbHBIX YCIIOBUSIX HauOoJIee BHITOTHOM SIBJISIETCST CTPATETHsl KooTiepa-
TUBHOro ooMeHa pecypca (K4). deHotunuyeckuii moauMopdusM ¢ 3aHATHEM pa3HbIX pecypcHbIX Hulll (C4) BBITOOHEI
MoHOMopdu3Ma u y3koil HueBoi cnienmanu3anuu (Cl), ocobeHHO B HecTabwibHOM cpene. ['eHepanuzamnus ocobeit (I'1)
npourpeiBaeT crieunanusanuu (C1) B ctadbuibHoit cpene (H < 0.5), Ho BbirogHee B HectabuibHoi (H > 0.7). 6 — rpaduku a¢-
(EeKTUBHOCTH NPOLYKIIUM GOMACChl OTHOCUTEJILHO BEJIMYMHBI IOTOKA pecypca (1o BepTukain). O603HaueHUs Te XKe. BunHo
ete 6omee cunbHOe TpeBocxoacTBo crparernii K4 u I'l Han C1 mo cpaBHEHUIO € a. 6 — aHAJIOTUYHO d, HO TIOKa3aHbI CTPATeTUN
renepanusanuu 6e3 miatel ('100%) u ¢ mnatoit B 5% 3a renepanusauuio (I'95%). lenepanusanust 6e3 riarsl (I'100%) Bcerna
BoironHee crieunanusamnyu (C1). [pu Hanuuuu HeGobioi miatel (I'95%), reHepan3alyst BHITOAHEH TOJBKO B HECTAOUIIb-
Hoti cpene (H > 0.7). e — orHOmeHMe KpUBbIX Ha 6 K KpuBoit C1. [Toka3siBaeT, HACKOJIBKO M MPU KAKUX YCIOBUSIX IPYTUE CTpa-
teruu BeiTogHee, yeM Cl. BunHo, yTo B HectabuiabHoit cpene (H > 0.7) pasHoobOpasue pecypcHbix Hutll (C4), reHepan3aius
(I'l) u xoonepaTtuBHOE NepepacipeneiacHue pecypca (K4) BeironHee y3Koil HUIIIEBOI crienaniu3aunu B 1.5 pasza u 6oJiee, 3a-
BUCHUMOCTb HEJIMHEHHAsI.

TUBHO CIIPaBJISIETCS C HECTAOUJIBHOCTBIO CpEebl, a
cTpaTerusi y3koit HuieBoil creuuanuzauuu (Cl)
HanMeHee 3 dekTuBHA. s OLIeHKHU 3TUX pa3Indmii
TnpeacTaBiaeHbl TpapuKy OTHOMEHUST 3PPEKTUBHO-
CTH pa3HbIX CTpaTeruii OTHOCUTEIHHO 3(P(PEeKTUBHO-
ctu C1 (puc. 4¢). BunHo, 4TO ¢ pOCTOM HECTaOWJIb-
HOCTH cpelbl 3(PpHEKTUBHOCTL MPOIYKIIMM Omomac-
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Chl HA €IWHUILY pecypca y BCEX MPOYUX CTPATETUN
pacteT 1o cpaBHeHUIo ¢ Cl, T.e. ¢ pocTOM HecTa-
6uIIbHOCTHU cpeabl ctpaTerust C1 cTaHOBUTCSI BCE Me-
Hee BBITOJHOM MO CpaBHEHMIO ¢ npyruMu. [1pu sTom
deHoTUNIMYECKOe pa3HOOOpa3ue MMoIUMOP(PHOMN Mo-
nyisinnu (C4) u reHepanu3anus ocodeii (I'l) umeror
CXOIHBINM TOJIOXUTEILHBINA 3P deKT, a mepepacrpe-
2020
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Puc. 5. Pe3ynbTarsl MOAEIMPOBAHUS IPU IUIMTEJIBHOCTHA KPU3UCOB 4 TaKTa. @ — KoJieOaHUsI pecypca B cpeie 11 YEThIpeX HUIIL.
6 — YMCIIEHHOCTD MOITYJISIIINY (TI0 BEPTUKAJIN) B 3aBUCUMOCTH OT HeCTaOWIbHOCTH cpenbl (H, o ropuzonTtanu). Ctparterus C4
ITO3BOJISIET TOITYJISILIMY BBDKUBATh B HecTabMIbHOM cpene (tipu H > 0.75).

neneHue noowiToro pecypca (K4) onepexkaer ux 1o
s pekrTuBHOCTH. [loTydeHHBIE OIIEHKH TTO3BOJISTIOT
paHXUPOBaThb CTPAaTeTUU: HaUMEHEee BBITOJHOI SIB-
nsiercst Cl, cpenHeit acddekTuBHOCTBIO obnanaior I'1
u C4, a camas BeirogHast K4 (puc. 4a, 0, 2).

VBenmuueHne (GEHOTUITMUYECKOTO pa3sHooOpa3us
HE JaeT CYIIECTBEHHOIO BBIMIPHIIIA B YMCIEHHOCTU
TIOITYJISIIIAY TEHEPATTUCTOB (pHC. 46, CDABHUTE KPUBHIE
I'100%1 u I'100%4, I'95%1 u I'95%4). [1osTomy mist
OLIEHKY CTpaTeruu reHepajiu3aliii UCIOoJb30Bajlach
I95%1 (I'l Ha puc. 4a, 6, ¢). [1pu BBeneHHN TIIATHI 3
TeHEPIM3aIMI0 KPUBasi YMCICHHOCTH OITyCKaeTcs
paBHOMepHO BHU3 (puc. 46, KpuBas ['95%1 mo cpaB-
Henmto ¢ I'100%1, xpuBas '95%4 1o cpaBHEHUIO C
I'100%4). bes mnaTel 3a reHepanusanmio (I'100%1 u
I'100%4) B cTaGUIBHOIT cpelie CTpaTerusl TeHepaIn-
3allMU TaK Xe BBITOMHA, KaK M CTPATeTHS CTIeIINaI-
3auuu Cl, a B HeCTaOMJIBHOI cpejfie BBIMTPBIBACT Y
nocienHeir (puc. 46). BBeneHue naxe HeOOJBIION
TUTaTHI 3a TeHepaaIu3anuo B 5% yXe IPUBOIUT K TO-
MY, 4TO B CTAaOMJIBHOM cpejie BHITOJHEE Clielnaan3a-
1us (puc. 46, kpunasi C1), a B HeCTaOWJIbHOIT — TeHe-
pamusanus (puc. 46, KpuBast [95%1). Takum ob6pa-
30M, COOTHOIIeHUe 3(PPEKTUBHOCTU CTpaTeTU
crelyaiu3aliii U TeHepaan3aluy 3aBUCUT OT HaJIU -
YU TUTATHI 32 TeHEPAIN3allNIoO M ¢ BEJIMIMHBI, HO B
HeCTaOMIBbHOI cpelie TeHepaau3alus B JIIOOOM CITy-
yae BbITOJHEE.

Ipu yBenmW4eHWM IJIUTEIBHOCTA KPU3UCOB IO
YeThIpeX TAKTOB noApsiA (puc. Sa), ¢ MOAEIMPOBAaHU-
€M KpU3Huca KaK U3bIATUS J0JU 0cobeil Ha KaXIaoMm
takTe, crpaterusi C1 okasbsiBaeTcst He3DEKTUBHOM
W TIOMYJISIIWS BBIMUpPAeT B HECTAaOMJIBHON cpene
(puc. 5, kpupas C1 ipu H > 0.75). OnHako yBeauye-
HHe (peHOTUIMIecKOoro pasHoodpasus (C4) cnacaer
NOMyJISIIUIO B 3TUX ycaoBusx (puc. 5, kpupas C4).
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HOBTOMY MO2KHO YTBE€pXIaTb, YTO ITOBBIIICHNEC HU-
I€BOIo p33H006p8.31/I51 IIO3BOJIACT IIOITYJISALIMM BbI-
>KUBaTh B HECTAOMJIbHOM cpeaec npmu CUJIbHbLIX 1 OOJI-
TMX Kpusucax.

OBCYXJIEHHE

ITockoabKy OKycOM pabOTHI SIBISIETCS U3yUECHUE
BJIWUSTHUS CpeIbl Ha MOMYJISIIINIO, TIOJTHOCTBIO YIUThI-
BaJICSI IOTOK pecypca 1 61MoMacchl, YTO He BCeraa Je-
Jaetcs B Monensix (Axelrod, 1984; Anemenko, byk-
BapeBa, 1991; Norberg et al., 2001; Andras et al.,
2007). B Haubonee pacnpocTpaHEHHOM THUIIE MOJE-
neit koonepauuu (Axelrod, 1984; Andras et al., 2007,
Kaznatcheev, Shultz, 2011) paccmarpuBaioTcs KO-
OomnepaTUBHOE U KOHKYPEHTHOE B3aMMOIEHCTBUSI
JIBYX UHAVBUIOB, UTO OMMCHIBAETCS TJIaTeXKHOM MaT-
puneii 2 X 2 (2 uHOUBUOA U 2 CTpaTeTruu), B KOTOPOi
alipMOpPHO 3aJ1aeTCsI, YTO IPM B3aMMHOI KooIlepa-
LMY 00a MHAMBUIA MOJyYaloT OOJblIe pecypca, yemM
B IpYTUX ciiydasix. Beiroma KoorepaTuBHBIX OTHOIIIE -
HMIA 3aKJIaIbIBACTCSI B TAKUX MOJEISIX allpMOPHO, U
MEXaHU3MBbl KooIllepaluu He u3ydarorcs. Komumue-
CTBO pecypca, IoJIy4aeMOro U3 CPeIbl, OIIPEACIsIeTCS
HE CPEIOo, a TUIIOM COLIMAJIBHOIO B3aUMOIECHCTBUS.
Takue Moen He yUUTHIBAIOT OTPaHUYEHHOCTb 00b-
e€Ma IOCTYITHOTO pecypca U He TTO3BOJISIIOT BECTU YUeT
3aBUCHMOIO OT CpeIbl MOTOKa pecypca M3 Cpelbl B
nonyasiiuio. [ToaToMy st yuyeta 3aBUCUMOCTH T10-
OyJISIIUKA OT COCTOSTHUSI Cpelibl B HACTOsIIeil paboTte
HMCIOJIb30BAJICSI 3aKOH pa3MHOKeHUsT DepXIoyibeTa, B
KOTOPOM SIBHO YUYMTBIBAaeTCSl peCypcHasi €MKOCTb,
YIIpaBissd KOTOPOH MOXHO MOIEIMPOBaTh Koyeba-
Husa cpenbl (Gonzalez, Holt, 2002; Wienand et al.,
2017). B npennoxxeHHO HaMU MOJIEJIN COOJTIOTaeTCs
3aKOH COXpaHeHMs Martepum (TpaHcopMalldn pe-
cypca B 6MoMaccy HOMyJISIIUM): B KaXKIbIiA MOMEHT
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BPEMEHHM 33aeTCSI KOJMYECTBO pecypca B KaXKmoi
pecypCcHOil HUIlle; Aajiee PEerucTpPUpyeTcs, CKOJbKO
€ro TOOKBITO U3 HUIIIM COOTBETCTBYIOIIVM 3TOI HUIIIE
(EHOTUIIMYECKNM KJIACCOM, CKOJIBKO M3 JOOBITOTO
3aTpayudBaeTCsl Ha MNUTaHUE MMEIOIIUXCS Oco0ei
3TOr0 KJIacca M CKOJILKO OCTAaeTCsI Ha pa3MHOXKCHME
(omHa HOBasi 0co0b Ha OMHY eaguHUILy pecypca). Ilo
pe3yJbTaTaM MOJEJIbHOTO 3KCIEePUMEHTa ISl Kax-
JIOif cTpaTeTMy M KaxkKaoro Habopa IrapaMeTpoB BBI-
YHUCIISJIOCHh OTHOIIIEHME KOJIMYeCcTBa 0cobeil N B I10-
NyJISILMY K UMEBILIEMYCS B cpefe oobeMy R pecypca.
Orta BeauuuHa N/R TpaHchopMaliuu pecypca cpeabl
B Omomaccy noIyasaonn paccMaTpuBaeTcss Kak KITJT
WMCIIOJIb3YEMOM MOIYJISILUE CTpaTeruu, U Ha 3TOM
OCHOBE IPOBEIACHO CPaBHEHME Pa3HBIX CTPAaTETHIA.

I1pu yBennyeHUn PeHOTUTNUECKOTO pa3HOOOpa-
31s TIOMYJISILIMU, YTO TIO3BOJISIET OCOOSIM 3aHUMAThb
JIOTIOJIHUTEJIbHBIE pecypcHble HUIIM (puc. 1, C4),
MOTOK pecypca yBeJUUMBaeTCs, I03TOMY OYAET KpaT-
HO yBEJIMYMBATbCS YMCIIEHHOCTD nonyJisituu. Ho Ta-
KOTO K€ CYMMapHOIO pe3yjbTaTa Mo YUCICHHOCTU
MOTYT JOCTWYb YETbIpe HE3aBUCUMBIE MOIYJISILIUN
pa3HbIX BUAOB, KaX1as 3aHUMAlOIasi CBOIO HUIIY
(puc. 1, Cl1). ITokazaHo, 4To yBean4eHUe (DEHOTUITH -
yeckoro paszHoobpasus (C4) BbITOTHO B HECTaOWJIb-
HOIi cpejie, MOCKOJbKY MO3BOJISIET CIVIaXXMBATh KOJie-
0aHUS YMCIICHHOCTH MOITYJISIIIUY 32 CYET UCITOJIb30-
BaHUSI PECYpPCHBIX HHUII, KOJICOJIOLIUMXCS B
npoTuBodase, U, HarpuMep, MpU CUJIbHOKW HecTa-
owibHOCTU cpenbl (H = 0.9) naet BHIMTPBILI B YUC-
JieHHocTu nonyiasuuu ot +20% (puc. 2, mpu Koagd-
duumenTe pasmHoxeHus ra = 0.3) go +100% (puc. 4,
pu Kod3hbuLreHTe pa3sMHOXeHU ra = 0.6).

OTH pe3yabTaThl COIJIACYIOTCS C TUIIOTE30l O po-
CT€ YWUCJIEHHOCTH MOIYJSILUY MPU TOBLILIEHUU €€
(GEHOTUTIMYECKOTO Pa3sHOOOpa3nsi B HECTAOMIIHLHOM
cpene (AnenreHko, bykBapesa, 1991; Kussell, Leibler,
2005; Carja, Feldman, 2012), a Takke ¢ pe3yJibTaTaMu1
MOJIeJIMPOBaHMS, TOKa3aBIIMMU, YTO TIOBBILLIEHUE
(GEHOTUIIMYECKOI0 pa3HOOOpa3rsl cCOO0IIeCTBa CIIO-
COOCTBYET BELKMBAHUIO B HECTaOMIIbHOIL cpene (Alie-
meHko, bykBapeBa, 1991; Norberg et al., 2001).

B otnuuue ot npyrux pabot, IMOCBSIILEHHBIX U3Y-
YEeHUI0 OMOJIOTUUECKUX CTPATErnii BBIKMBAHUS B HE-
CTaOUJIbHOI cpefie, 31eCh HaMU B OJTHOI MOJE/TN Obl-
JIU COTIOCTaBJIEHbI U yBeJuYeHue (PEHOTUTTNUECKOTO
pazHooOpa3us nonyisiuuu (D’Odorico et al., 2008;
bykBapesa, AnenieHko, 2010), 1 reHepaiu3alus 0co-
oeit (Anemenko, byksapena, 1991; D’Odorico et al.,
2008; bykBapeBa, AneuieHko, 2010; Eisenhauer et al.,
2012; Matias et al., 2013), 1 KooIlepaTUBHOE Iiepepac-
npeneneHure pecypcon (Kupnuna, 2014; Pereda et al.,
2017). Oka3zajocsk, yto reHepanuzanus (I'l) u yBeau-
yeHue (heHOTUITMUYECKOTo (HUIIIEBOTO) pa3Hoobpa-
3ust (C4) maloT KOJIMYECTBEHHO CXOOHBINA 3(ddekT
(puc. 4, kpussble I'l 1 C4). MHbIMU cioBaMM, CTpaTe-
rUsl yBeIU4eHUsT (DEHOTUIINYECKOrO (HUILIEBOTO) pa3-
HooOpa3us nonyisaiuu (puc. 1, C4) u crparerus re-
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KPBIJIOB u np.

HepaIr3alluy o0co0eil (HMIIEBOIO pa3HOOoOpa3usl
oco0Oeif; puc. 1, I'l) comoctaBUMEI 1o cBoeit a3 dek-
TUBHOCTHU.

OnmHako camoii 3¢ (deKTUBHON B HECTaOMJIbHOM
cpelle oKasajach CTpaTerusi KoornepaTuBHOTO Mepe-
pacnipenesieHus1 pecypcoB (puc. 1, K4), kotopas 1o
3 heKTUBHOCTU ITOKa3ajla MPUMEPHO IBYKPATHBIA
BBIMTPHILI 10 CPABHEHUIO C TOBBILIEHUEM (DEHOTH-
MYECKOTOo pa3zHooOpa3us nmonyisiunu (C4) u reHe-
panmzanmeit ocodeii (I'l). DToT pesyabraT corjacy-
eTCcsl ¢ Halllell TUMOTEe30i 0 TOM, UTO HeCcTaOuIbHAas
cpelia 10KHA MPUBOAUTD K peIUCTPUOYTUBHOI KO-
HOMUKE M KOOIIEpAaTMBHBIM OTHOIIEHUSIM (puc. 6)
(Kupnuna u np., 2015). AHaIOrMYHbBINA pe3yJIbTaT Mo~
JIydeH B MOJIEJIU, HE YYUTHIBAIOIIEH 0011t 00beM pe-
cypca, B KOTOPOU MOKa3aHO, YTO HEOTPeaeIeHHOCTh
cpenbl cnocoOcTByeT Koomepauuu (Andras et al.,
2007). Ham pe3ynabraT TakKe aHaJIOTMYE€H MOJMAEIb-
HBbIM pe3yJibTaTaM, MOKa3aBIIUM, YTO BEPOSITHOCTH
BbXKMBAHUS TMOIMYJSILIMM B HECTaOMJIbHOU cpene (c
HEBBICOKOI BEPOSITHOCTEIO JOOBIYM pecypca) MOBBIIIIA-
€TCs1, €CJIM MHAWBUIIBI JENISITCS 0Jeii TOOBITOTO pecyp-
ca ¢ gpyrumu wieHamu ronyisiiyu (Pereda et al., 2017).
YV moneit mobpoBoibHas mepemadya pecypca (food
sharing) xapakTepHa JJis1 HECTaOWJILHOM cpenbl (Tae
pecypc MOXET ObITb TOOBIT B OOJBIIIOM KOJIWYECTBE,
HO C HU3KOI BEPOSITHOCTBIO), HO HE IIJIsI CTAOWIbHOM
Cpellbl C TapaHTUPOBAHHBIM TOJyYeHHEM HEOOJIbIIIO-
ro pecypca (Kaplan et al., 2012), 4To MOXHO coIiocTa-
BUTb C OXOTOI M COOUPATETBCTBOM COOTBETCTBEHHO.
Pesynbrarhl 3TUX pabOT cOMIacyloTCsl C TUIIOTE30M
HacToseil padoTel. MHTEpEeCHO COMOCTaBUTh MeXa-
HU3M Tepepaciipee/ieHUsT JOOBITOTO pecypca MeKIy
ocobstMu montyisiiuu (food sharing) ¢ Mexann3aMaMu
MEXKJIETOYHOTO OOMeHa MeTaboJuTaMHu, KOTOpbIe
MO3BOJISIIOT, HA OCHOBE MPUHIIMIIOB KOOIEpaluu U
CUHXPOHU3AIIUM PUTMOB PabOThl OOMEHMBAIOIIINXCS
KJIETOK, OOBEIUHSTHCS B MHOTOKJIETOYHbBIN opra-
Hu3M (IBeipkoB, 1995; Riera et al., 2007; AnekcaH-
npoB, 2008; bpoackuii, 2009; Magistretti, 2009; I'pe-
yeHKo u Ap., 2015; Kpsuios, 2017).

B HacToseit pabote He u3yvyaauch yCIOBUS, TIPU
KOTOPBIX HE3aBUCUMbIE KOHKYPHUPYIOIIME TMOIYJIsi-
1LY OyIyT UMETh MIPEUMYIIECTBO, T 3a/7a4a HE CTa-
Bujack. [1o3ToMy He YAUBUTEIBHO, UTO BO BCEX CMO-
JNeIMPOBAHHBIX CUTYyalUSIX YBEJIMYEHUE HUIIEBOTO
pa3HooOpa3usl okaszanoch BeiromHbIM (C4, I'l u K4
BeiToHee C1). B paboTte usydyaics BOIIPOC O TIpeuMy-
IIeCTBaX €MWHOW MOITYJISIIINY, OOTafaronieid pyHKII-
OHaJIBHBIM pa3HooOpa3ueM (puc. 1, C4), B cpaBHeHUU
¢ HabOpPOM HE3aBHMCHUMBIX y3KO CTelUaTU3UPOBaH-
HbIx nonysiuii (puc. 1, Cl). ITokazaHo, 4TO ¢ po-
CTOM HeCTaOMJIBHOCTU Cpelbl y Habopa He3aBUCHU-
MBIX Y3KO CIeHUaan3upoBaHHbIX nomyismuii (Cl)
OBICTPO CHMXXAETCs YMCJIEHHOCTh (puc. 4a, KpuBas
C1), a enuHas monyJisiuus, objagaiomast GyHKIMO-
HaJIbHBIM pa3HooOpa3ueM (C4), oka3biBaeTcsl 6osee
ycroitunBoii (puc. 4a, kxpuBasg C4), oCOOEHHO ecu
Ne 3
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CmabunvHocmo Hecmabuavnocms
g J
NHnuBumyaaibHOE KonnektusHoe
PriHOUHas PenuctpuOyTuBHast
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Puc. 6. B3anM03aBUCUMOCTH XapaKTepPUCTHUK OOIIECTBa, ONpeaelisieMble cpenoii. ['nunoTesa ucciaenoBanus (0603HaYeHa 111~
POKMMM CTPEJIKAMM ) 3aKJTI0YAETCS B IMPEATIOIOKEHUH O KITIOYEBOM POJIM CTEIIEHU CTaOMILHOCTH cpefibl B GhOPMUPOBAHUU TH-

Ia o0IIecTBa.

OHa UCIIOJIb3YeT CTPaTEruio mepepacrpeneaicHus pe-
cypcos (puc. 4a, kpunast K4).

ITpu nIUTEeNbHBIX CUJIBHBIX KpU3KCax HE3aBUCU -
Mbl€ Y3KO crhenuaiuzupoBaHHbie nonyssiuu (Cl)
BooOIIIe He BbikMBaloT (puc. 5, Cl1, mpu H > 0.75).
B aTux e o6cTosATeNbCTBAX eAUHAS MTOMYJISIIMS, 00-
Jlagarolast yHKIMOHAJIbHBIM padHooOpasueM (C4),
oKasbIBaeTcsl bosiee ycroiuupoii (puc. 5, C4). JInu-
TeJIbHbIE KPU3UChl MOTYT OBbITh BbI3BaHbI CHIKEHUEM
KOJIMYECTBA pecypca B Cpelie BCJIEICTBUE BPEMEHHOTO
YXyIIIeHUs TTIoToAHbIX ycimoBuii (Menmxken, Kiapk,
1992) unu BcieacTBue pocta YMCIAEHHOCTU TTOTTYJIs -
LIUU OO TIpedelia pecypcHoi eMKocTu cpenbl (Hede-
nos, 2012; KopoTtaeB u ap., 2015), aHTUKOppeIsIusi -
MU MocieqoBaTeIbHbIX cocTOsTHUI cpenbl (Gonza-
lez, Holt, 2002) wau yBeIWYEHUEM YMCICHHOCTU
XUIIHUKOB WJIU TIapa3uTOB JJisl JaHHOM TTOMYJISILIUU,
YTO BbI3bIBAET JOJITOBPEMEHHOE CTPECCOBOE BO3IEH -
crBue (Krebs et al., 2001).

He3saBurcumble y3KO clieiMaainu3upoBaHHbIC TTOMY-
gsauuu (puc. 1, Cl) B COOTBETCTBUU C MOIEJIbIO
DepxrobCcTa XOPOIIIO BBLDKMBAIOT, TI0 KpaiftHe# Mepe,
B ctabunbHOlt cpene (puc. 4, H < 0.5). A ¢ yyeTom
IUIaThl 3a TeHepan3alnio (MHOTOHUIIIEBOCTh) (Ma-
tias et al., 2013) nonynsuus cneuuanuctoB (C1) ad-
¢dekTuBHee B CTAOMJBHBIX cpelax, YeM ITOMYJIsILus
reHepanucToB (I'1) (puc. 4, H<0.5). I1pu a3ToOM reHe-
panncThl 3P PEeKTUBHEE CITEIIMATNCTOB B HECTAOMIIb-
HbIX cpenax (puc. 4, H > 0.5).

B Hacros1eit paboTe MeTOIOM MaTeMaTU4eCKOTO
MOIETUPOBAaHUS M3Yy4alloCh, CYIIECTBYIOT JIM YCJIO-
BUsI Cpenbl, B KOTOPBIX CTpaTerWsI KOOIlepalluv M
€IVHCTBAa TMOJUMOP(MHOI TMOMYJSLIMU OKa3bIBaeTCs
6osee 3¢ HeKTUBHOI, YeM pas3leieHre Ha He3aBUCH-
Mble MOHOMOpPGQHBIe Tonmyiasauuu. IIpoBepstoch
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MPEATION0XKEHUE, YTO PECYPCHAs CTAOMIIBHOCTb Cpe-
IIbl SIBJISIETCSl OMPEAeSIoIMM (PaKTOPOM: TTpeuMy-
1IECTBA CTpAaTerMyu KOOMEepalluu U eIUHCTBA MOMy-
JISIUMU OOHApyKMBAIOTCSI B HECTAOMJIBHBIX Cpenax
(puc. 6). JJormaHO TaKKe MPEAITOI0XUTb, YTO B CTa-
OWJIBHBIX cpeax OyAeT BbITOAHA U30JISLIMS Y KOHKY-
pEeHLIMS.

Koonepanusi 1 KOHKypeHIIUs pacCMaTpUBAIOTCS
KaK OCHOBOITOJIaralollfe CTPAaTeruy CYIeCTBOBAHUS
COOOIIIECTB HE TOJIBKO B OMOJIOTUM, HO Y B 3 KOHOMU-
Ke, TICUXOJIOTUU, KYJbTYPOJOTMU, COLIMATIbHON Heli-
poHayke (cM., Hampumep, AleKcaHIpoB, AJIEKCaH-
npoBa, 2009; Peng, Hsieh, 2012; Alexandrov, Kirdina,
2013; Plass et al., 2013; Kupnuna, 2014; AmaHoBuY
u ap., 2016). Beibop Mexay Koomnepanueii 1 KOHKY-
PEHILIMEN CBSI3aH C TUIIOM XO3SMCTBOBaHUS, SKOHO-
MUYECKUM YKJIAOM, TUIIOM MBILUICHUSI, MEHTAJlb-
HBIMU MOJEJIIMUA W TUIIOM KYJIbTYPHI B JAHHOM 00-
ILIeCTBE. IIpn 5TOM BBIIC/ISTFOTCS JIBa
anprepHaTuBHBIX BapuaHTa (Nisbett et al., 2001;
Anexcannpon, Kupnuna, 2012; Heiicour, 2012; Kup-
nuHa, 2014; Talhelm et al., 2014) (puc. 6):

— KOHKYPEHIIMS XapaKTepHa JJ1s1 OOILECTB, TUITUY-
HBIMU YepTaMU KOTOPbIX SIBJISIIOTCS UHAWBUIYATUCT-
cKas KyJbTypa, yacTHas COOCTBEHHOCTb, PbIHOYHAS
9KOHOMMKA, OPUEHTALIUSI HA MAKCUMM3ALINIO TPUOBI-
JI1, penepaTMBHOE YCTPOMCTBO, MPUMAT IMpaB U CBO-
001 JIMYHOCTHU T10 OTHOLIEHHIO K IIEHHOCTSIM CO00I111e-
CTBa, 3allaJiHasi MEHTAJIbHOCTb, aHAJTUTU3M BOCIIPUSI-
TUSI MHUpa KaK Habopa 0O0OCOOJIEHHBIX OOBEKTOB
(MOXHO 0003HAYUTh KaK “3amagHbIiA” TUI);

— Koormepanys xapakTepHa IJIsi OOIIECTB, TUITAY-
HBIMH Y€PTAMU KOTOPHIX SIBJISTIOTCS KOJUTEKTUBHUCTCKAST
KyJIETYpa, peAUCTPUOYTUBHASI SKOHOMMKA (JOOBLIThIC
peCypChl TIepepacIipeie/IsTIOTCSI MEXITy YIeHAMU KOJ-
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JIEKTHBA), OpPUEHTAIIMS Ha CHIDKEHHUE PACcXOIOB, BEPTH -
KaJIbHAs Mepapxus LEHTPATU30BaHHOM BJIaCTH, TIPUO-
pUTeT OOIIMX LIEHHOCTEU Haj JMYHBIMU, BOCTOUHASI
MEHTATLHOCTb, XOJIMCTHYECKOE BOCIIPUATIE MUpa KaK
Habopa B3aMOCBs3¢eii (MOXKHO 0003HAUYMTh KaK “He3a-
MagHBI” TU).

Ilepepacnpencnenune pecypca (crparerus K4)
MEXIYy BCEMH OCOOSIMM NONyJISInuy (KATEISIMU
CTpaHBbl) Yepe3 eNMHBINA LEHTP SIBJISICTCS CIIeUpuy-
HBIM MEXaHU3MOM “He3anagHoil” peaucTpUOyTUBHOM
skoHomuKku (Kupnuna, 2014). Ha ypoBHe cTpaHBI 3TO
repepacnpencacHue SIBIsIeTCS LEeHTPaJbHBIM PEry-
JIITOpOM (PMHAHCOB MJIU IIPOYUX PECYPCOB OT PETHO-
HOB-JIOHOPOB K XHUTEJISIM PETMOHOB, HYKIAIOIINXCS
B MOAJEPXKe B JAHHBII Mepuol BpeMeHU (Kak U B
Hamieil Mmomenu B curyauuu K4).

IIpencrasiasieTcss, 4YTO HUIIEBOE pa3sHOOOpasue
oco0e¢if B momyIsIuuy 0oJiee XapakTepHO IS “He3a-
MaaHOM” KyJbTYpPhl 1 3KOHOMUKH, TTOCKOJIbKY €IMHAsI
TTOITYJISIIIVST CHIDKAST BEPOSTHOCTb KOHKYPEHITNI MEXK-
Iy (beHOTUTTMIECKMM KlacCcaMU, YIUTBIBas pacIipe-
neneHue moToMkoB. Korma HullieBoe pazHooOpasue
TTOMYJISTIIUM OTCYTCTBYET, Kaxkdasl ITOITYJISIIIUS CITe-
IIMAaTM3UPOBaHa IO CBOIO HUIITY, TTOJOOHO TTOMYJIsI-
LIMSIM pa3HBIX BUIOB. 31eCh MOXKXHO YCMOTpPETh aHa-
JIOTUH ¢ “3amagHoil” KyJIbTypoil 1 5KoHOMUKoOM. He-
3aBUCUMBIE TIOMYJISIIUNA KOHIICHTPUPYIOT TOOBITHIE
pecypchl B pOCcTe YHUCIEHHOCTHU TOJIbKO CBOETO Kjlacca
(i BUIA) M, B IPUHITUTIIE, MOTYT BCTYITUTD B KOHKY-
PEHIINIO APYT C APYToM (B HACTOsIIIEl paboTe He pac-
cMaTpuBaeTcs).

B Gosee cTaOUIBHBIX KIUMATUYECKUX YCITOBUSIX
OOHApPYKMBAIOTCSI CTPaHBI C “3alamgHbIM” CTUJIEM
9KOHOMUKHW, MHANBUIYAJIM3MOM 1 KOHKYPEHTHBIMU
OTHOIIICHUSIMU, a B MEHee CTaOMJIbHBIX — CTPaHBI C
“He3aITamHbIM” CTUJIEM 3KOHOMMKH, KOJUIEKTUBA3MOM
¥ KOOIlepaTUBHBIMM oTHomeHussMu (KupauHa u nop.,
2015). D10 corynacyercsl ¢ Halleil TUIIOTE30i, KOTO-
PYIO MOXHO ITIepe(OpMYINPOBATh B 3TOM KOHTEKCTE
TaK: B HeCTaOMIILHOI cpene OymeT (hopMHUpPOBATHCS
“He3arnagHasi” 3KOHOMHUKA C KOONEpPaTUBHBIMU OT-
HOIIIEHUSIMU B COOOIIECTBE U IIepepacripeaeieHIeM
pecypcoB. HecMOTpst Ha HOATYIO UICTOPUIO OOCYXKIe-
HUSI 1 3HAYMMOCTh POJIM OTHOIIIEHUI KOooTepaluu 1
KOHKYPEHIIMA B COOOIIECTBE, B HACTOSIIEE BpPEeM:I
OCTaIOTCH CJIa00 M3YyYEHHBIMU MIPUYMHBI 1 MEXaHU3-
MBI BO3HUKHOBEHMSI 3TUX CTpaTeTUi M UX 3aBUCHU-
MOCTb OT YCJIOBUi1 cpelbl. MOXHO NPEaNOIOXUTh,
YTO Cpefia C €€ KIMMATUIECKMMU U PECYPCHBIMU OCO-
OCHHOCTSIMM oTlpenessieT Haubosee 3(hGhEKTUBHBINA
TUII XO3SIIICTBOBaHUs (HAIIpMMeEp, B JaHHOM cpele
OKaXeTCs IMPEeAITOYTUTEIbHBIM OCEIJIbI 00pa3 XKu3-
HU HEe3aBUCUMBIMU MEJIKUMM XO3SIMCTBAMU UJIN, Ha-
IIPOTHUB, KOYEBOI 00pa3 XKM3HU eIMHBIM IUIEMEHEM )
(I'ymunes, 1972; Heiicout, 2012). Tumn xo3stiicTBOBa-
HUS BKJIIOYAET B ce0sl MTHIUBUAYATUCTCKUI WJIU KOJI-
JIEKTUBUCTCKUIA CIIOCO0 JOOBIYM PECYPCOB, a 3HAUMT,
¢dhopMUpPYET MPEUMYIIIECTBEHHO OTHOIIICHUSI KOHKY-
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PEHIIMY WIX KOOIlepalluy B tTaHHOM ob1iecTBe (Kup-
nuHa, 2014). CdhopMupoBaHHbBIA THUIT OTHOIIEHUWM
XO3SIACTBOBAHUS CBSI3aH C TUIIOM MEHTAJIbHOCTH U
3aKpeIUISIETCSI B BUIE KYJIbTYPHBIX HOPM B JTaHHOM
00I1IeCTBE, IOATOMY BHYTPM HAaHHOM KYyJIbTYypbl WA
CYOKYJIBTYpPHI (TeppUTOpPUAJIbHBIE, TTPOPECCUOHATb-
HbI€ TPYIIIbI) HAOJIOOAETCSI CBI3b MEXIAY TUIIOM XO-
3giicTBOBaHMS 1 TUITOM MeHTaimbHocTH (Henrich et al.,
2010; Anexkcanapon, Kupmuna, 2012; Heiicour, 2012;
Talhelm et al., 2014) (puc. 6).

B cBs131 ¢ m3ydeHneM HaTWIMS U 3HAYESHUS KYJIb-
Typbl U Mopanu y >kuBoTHbIX (Laland, Galef, 2009)
WHTEPECHO COIOCTaBUTh OOCYKIAeMyIO TUIIOTE3Y O
HECTAaOMIIBHOCTU Cpelbl KaK MpUYnHe (hopMHUpOBa-
HUsI KOOIIEPaTUBHOTO MOBEIECHUS U KOJUIEKTUBU3MA
C JAHHBIMHU O HAJIMYUH TaKUX OTHOIICHUN Y KUBOT-
HBIX B 3aBUCUMOCTH OT HECTaOMIBLHOCTH UX PECypC-
HOI1 cpellbl U C MTAHHBIMM O 3aKPEeIUICHUM TaKUX OT-
HOLIEHUH B “KyJbType” Yy XXMBOTHBIX (B UaCTHOCTHU,
pacripenenienre uiny B ctae) (Brosnan, 2006; Tan,
Hare, 2013; cM. 00630p: AnekcaHIpoB, AJIEKCaHIPO-
Ba, 2009). KoomnepaTuBHble OTHOILIEHUSI MOTYT OBbITh
BBI3BAaHBI M CHHEPTUeid, 00yCIOBIEHHON KOJICKTUB-
HBIM TIOBEJICHUEM, HalpuMep, TIPU OXOTe CTaeil WJIn
KOJUIEKTUBHOIA 3a1uTe. B 11e;ToM MOXHO TOBOPUTH O
TOM, 9TO O0BbeIMHEHNE (DYHKIIMOHATBLHO CIIEeITNAI-
3MPOBAHHBIX aHATOMUYECKN pacIpeleIeHHbIX Kile-
TOK B (DYHKLMOHaJbHYIO cucteMy (AHOXuH, 1978;
[IBbIpKOB, 1995), opraHoB B opraHu3M (3aryckuH,
2010), ocobeit B ceMbIO MJIM CTar0, (GEHOTUITNYECKUX
KJIACCOB B MOITYJISILIMIO TIPOMCXOIUT 3a CUYET KOOoIepa-
TUBHBIX OTHOIIIEHUI 1 TI03BOJISIET CO3MaHHOMY HOBOMY
YPOBHIO IIEJIOCTHOCTH PeIIaTh 3aa4u B 60Jiee CJI0KHOM
cpene. Takoe oObeIMHEHNE CO3MACT HOBBI YPOBEHD
ouonormyeckoii mepapxun (bykBapeBa, AJEIEHKO,
1997, 2010; 3aryckuH, 2010), 4TO COOTBETCTBYET pac-
CcMaTpUBaeMOMY MIPUHIIUITY: CYILIECTBOBaHUE B OTIpe-
IeJISHHOM THUIIe CPeIbl CBSI3aHO ¢ (popMUpOBaHUEM
OTpeNie]ICHHBIX OTHOIIEHUN Ha OMOJIOTUYECKOM
YPOBHE U, najiee, Ha colluaibHOM. OTMETHUM, YTO TaK-
JKe IMeeTCs M 00paTHOE BIMSTHIE — OMOTa U aHTPOTIO-
TeHHasT XO3SUCTBeHHasl NEATEJBbHOCTb BIUSIOT Ha
kiumMmat u cpeny (byksapesa, 2010), 4yTo MOXeT 3a-
KPETUISITE (DOPMUPOBAHNUE OTHOTO U3 IBYX TUIIOB OT-
HOLIIEHUM.

SAKIIIOYEHHME

MogennpoBaHue ITOKa3aj0, YTO B CTAOMJIBHOM
cpelie U B cpelie C HeOOJIbIIUMU KOJIEOaHUSIMU YCIIO-
BUI1 OKA3bIBAIOTCS YCIEIIHBIMU HE3aBUCUMBIE TIOITY-
JISIUMY, CIIeUMaJIU3UpPOBaHHBIE KaXdash IIOA CBOIO
HUIILLY.

B ouyeHb HecTaOMIBHOI cpeae, B KOTOPO 4acTo
CJIy4arOTCS CHJIbHBIE JIOKAJIbHEIE KPU3UChI, OKa3bIBa-
€TCsI BBITOOHBIM €IMHCTBO MOMYJISIIUM, 3aHMMAaIO-
el pa3Hble HUIIW: YUCIEHHOCTb 0CO0ei (heHOTH-
IMAYECKOTO KJjacca, 3aHMMAIOIIETro ITOABEPTIIYIOCS
KPU3UCY PECYPCHYIO HMIILY, OBICTpEe BOCCTaHABIM-
Ne 3
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BaeTcs 3a CUeT MOTOMKOB 0cobeit Npyrux peHoTUnu-
yeckux kjaccoB. Eie 6onee a3cpdekTuBHONM cTpaTe-
rueii siBsieTcst Koorepauus B ¢hopMe nepepacrpee-
JIEHUSI JOOBITBIX PECYPCOB IO BCEil MOMYJSIIIUU, YTO
MO3BOJISIET CIJIAIUTh MOCIAEACTBUS CUJIbHBIX KPU3U-
COB 3a cyeT “000011IeHNs” JTOKaJbHOU MPOOIEMbI B
OIHOI1 HUIIIe Ha BCIO momyjsiumio. Takke ycrenHoi
JUUTS. BBDKUBaHUS B KPU3MCHOM cpejie SIBJISIeTCs TeHe-
pajiuzaliusi BO3MOXHOCTE ocobeii, Korma Kaxkmas
0co0b CMOCOOHA TOJyyaTh pecypc M3 HECKOJIbKUX
HUIII, KOTOPbIE HE MOTYT OBITh OHOBPEMEHHO B KpH-
3MUCHOM COCTOSIHUMU.

[NonydeHHBIE pe3yIbTaThl TIOMOTAIOT TIOHSITh M€~
XaHU3Mbl U3BECTHBIX KOPPESLIMIA MEXIY TUTIOM OT-
HOILIEHU B 00I111ecTBe (KOOMEepaTUBHBIX WJIN KOHKY-
PEHTHBIX), TUIIOM 3KOHOMHWKM (IIeHTPAIIM30BaHHOE
nepepaciipeneaeHue 6J1ar WM COBOKYITHOCTh 9KOHO-
MUYECKU aBTOHOMHBIX CyObeKTOB; KupnuHa u np.,
2015), TiIIOM KYJIBTYpPHl 1 MEHTAJILHOCTU (AJIeKCaH-
npoB, Kupouna, 2012). PaccMoTpeHHBIE B paborte
BO3MOXHbIE OMOJIOTUYECKHE MEXaHU3Mbl BIUSIHUS
HECTaOMJIBHOCTH Cpedbl Ha COITMAIBHBIC OTHOIIICHMS
MOTYT OBITH IIPEAITOCEIIIKON (hOPMHUPOBAHMS COOTBET-
CTBYIOIIIMX TUIIOB MEHTAJIIUTETOB, MOPAJIU U KYJIBTYp
(Anexcanapos, Airekcanaposa, 2009; AnexcaHapos,
Kupauna, 2012; Arutyunova et al., 2016; KoJsblioBa,
XKypasnes, 2017).

PaGora BbinosHeHa mnpu nomuepxke PODOU
(rpaHT No 18-29-22045).
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Survival of united populations in unstable environments
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Here we study the role of cooperation for population survival in unstable environments without the presump-
tion of beneficial cooperation. The instability of an environment was modeled as the strength of oscillations
of the available resource. A cooperation is viewed as any mutual assistance between phenotypic classes of a
population and considered as interchange of offsprings inside a polymorphic population as well as exchange
of the obtained resources among them. In the model we studied the dynamics of populations’ sizes comparing
one polymorphic population with several independent monomorphic populations, specialization and gener-
alization of individuals relating to resource niches. One united population that occupies all resource niches is
shown to survive better than several specialized populations, one per niche, in an unstable environment. The
generalization of individuals, that is an ability to receive halfed resource amount from two niches, and the re-
distribution of obtained resources are also appeared to be efficient strategies. We hypothesize that the type of
environment — either stable, or unstable — is a key factor that influences the population type formation in
evolution. The analogy to socio-economic relations in the human society is discussed. Presumably coopera-
tive relations are indicative of a culture type in unstable environments.
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