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KOHLEMLMA rPYNMNOBOro OTEOPA OT YAPJIb3A JAPBUHA 10 HALLUX JHEN
B. E. Kunsamxos

Canxr-IlerepOyprekuii rocyiapCTBEHHbII YHUBEPCUTET
Canxr-IlerepOypr, Poccus: vladilen kipyatkov@gmail.com

Wpest rpynoBoro orbopa Obuia Beickazana U. Jlapsusom (1859), npenoioKuBImm mpu
00cyKIeHN TIPOOIIEMbI 9BOMIOIUE GECILIONHBIX PAGOUNX Y OOIIECTBEHHBIX HACEKOMbIX,
«4TO OTGOP MOYKET OBITH MPUMEHEH K CEMEHCTBY TaK Ke, KaK U K OTAeIbHON ocobu». Ha-
Y4aJI0 COBPEMEHHOM IUCKYCCHUU O TPYNIOBOM 0TOOPE ook uIa Kiura B, Bunn-dasapca
(1962), KoTOPbIit 06BACHSI ANBTPYU3M U PETYJISAIUIO YHCTEHHOCTH JKUBOTHBIX MEKIEMO-
BbIM €CTECTBEHHBIM 0TOOPOM, AeHCTBYIONMM Ha TonyJisiuu. Ha mepBom arare auckyc-
cur OBLTIO MOKA3aHO, YTO MEKAEMOBBII OTOOP SIBJISIETCS <IIPOLIECCOM BTOPOTO MOPSIIKAY,
T. €. 3HAYUTETHHO MEHEE MOIIHBIM, Y€M UHMBU/IY ATbHBIH, 1 TOTOMY HE MOKET OBITh TIPH-
YUHOI 3BOJIOIMY anbTpyr3Ma. Ha Bropom artame Gbui pazpaboTaHbl MOJEIN BHYTPH-
JEMOBOTO 0T6Opa. BaskHEHIINM JOCTHKEHIEM HOBBIX MOJEIeH ObLIO J0Ka3aTeabCTBO,
4TO AJIbTPYU3M MOKET BO3HUKATH I1yTEM IPYIIIOBOr0 0TGOPa, TOJIBKO €CJIU 0COOU BHYTPU
IPYIII TeHETHYECKHU O0JTee POJICTBEHHDI, YeM B CPEIHEM B MOy, Moziesin BHy Tpuzie-
MOBOT'O ¥ POJCTBEHHOTO 0TOOPA MaTeMaTHYeCK SKBUBAJIEHTHBI IPYT JAPYTY 1 OMKUCHIBA-
10T 9BOJIOIMIO AJIbTPYM3Ma Pa3HbIMU criocoOamit. VIX HeJlb3st pACCMATPUBATD KAK KOHKY-
pupytorie Teopun. B nocienree BpeMst 1e6aThl 0 TPYNIIOBOM 0TOOPE CMEHUIKCH OoJiee
MPAKTHYHBIMU UJIESIME O MHOTOYPOBHEBOM 0TO0pe. Hanbosiee BaKHBIMU TIPEAOCTABIISI-
I0TCST /[Ba BOIIPOCA: KaK ecTeCTBeHHbIi oTbop cpemu equnuil (vehicles) 6omee Huskoro
YPOBHSI CO3/A€T eJUHUIIBI GOJIee BBICOKOTO YPOBHSI U KaK 0TOOP Ha OJJHOM YPOBHE BJIUSIET
Ha 1poLecchl 0TOOPa, IPOUCXOIsIIKeE Ha O0Jiee HUBKUX Ujin 60Jiee BBICOKUX YPOBHSIX?

Knioueesvie caoea: 380J01Us1, ATLTPYU3M, TPYITIOBON 0TOOD, MEXKIEMOBbIN 0TOOD, BHY-
TPUAEMOBBIIT 0TGOD, POACTBEHHDIN OTOOD, TEOPHSI MHOTOYPOBHETO 0TOOPA.

BBenenne

Konteniust rpynioBoro orbopa cBouM nosieieHrem oosizana Yapabsy lapsuny. O6-
CysK/iast TIPOBIIEMy TPOUCXOKACHUST U 9BOJIOIMN Pabounx 0cobell y 0BIeCTBEHHBIX Ha-
CEKOMBIX, OH TIPENOJIOKIII, <4TO OTOOP MOKET OBITH MIPUMEHEH K CEMEHCTRY TaK Ke, Kak
U K oTesbHoi ocobus (Darwin, 1859, rur. no: Jlapsun, 1991, ¢. 231). Iosanee Japsun
MIPUBJICKAJT WEI0 TPYIIIIOBOTO OTOOPA st 00bSICHEHNS BOSHUKHOBEHHUST B3AMMOTTOMOIIIN
U «HPaBCTBEHHOT'O YYBCTBa» Y IPEAKOB uesoBeKa: «a tribe including many members who
<...>were always ready to give aid to each other and sacrifice themselves for the common
good, would be victorious over most other tribes; and this would be natural selection»
(Darwin, 1871, p. 166). B paborax /lapBrHa MOKHO HalTH PsiJI Ujieil, Kak Obl «HaMeUaro-
x> MHOTHE GoJIee TIO3/IHIE TEOPUH, PACCMATPUBAIOIIIE POJIb TPYTIIOBOTO W POJICTBEH-
HOTO 0TGOPA B HBOJIOIUH aJIbTPYH3MA, OOMIECTBEHHBIX HACEKOMBIX U COIIUATILHOTO TOBe-
nenus yesoseka. [locse /lapBrHa KOHIEIIIUS TPYIIIIOBOTO 0TOOPA TpeTepriesia CIoKHOe
pasBUTHE, MTOPOANIIA OKECTOUEHHBIE JIUCKYCCUN ¥ B3aUMOUCKIIIOUAOIINE TOUKH 3PEHUS,
HepeIKo OCHOBAHHBIE Ha HEMPABUJIBHOM IIOHUMAHUU TpeaMeTa. I10aToMy OCHOBHas 3a-
Jlaua JIAHHOW CTaTh — TIOKA3aTh B MCTOPHUUYECKON MEPCIIEKTUBE, YTO JKE TAKOE HA CAMOM
JieJie TPYIIOBOM 0TOOP U KaKOe MECTO OH 3aHUMAEeT B COBPEMEHHON 9BOJIIOIIOHHOI 010~
JIOTUHU. DTO MPEACTABJISETCS BAKHBIM U TIOTOMY, YTO B PYCCKOU 3BOJIFOIIMOHHOM JITEpa-
Type MpobJIeMbl IPYIIIIOBOTO 0TOOPa MPAKTHYECKH He 00CYKAATHCh.
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Or /lapBuna 10 cepeaunnl XX BeKka

B Tedenue AMTEbHOTO BpeMeHH Toce J[apBrHA KOHIIEINST TPYIIIOBOTO 0TOOpa
HE TI0JB30BAJIACH 0COOOH MOTYJIIPHOCTBIO, XOTS €T ujeo 06 oTbope Ha ypoBHE KOJIO-
HUM (CEMBbH) KaK OCHOBHOM (DaKTOpE IBOJIONMUK COMMAIBHBIX HACEKOMBIX TIPUHUMAIIN
Bce CTOPOHHUKH napBunuama (moap. cm.: Kumsarkos, 1985). A. Crepresant (Sturtevant,
1938) B crenmanbHOI paboTe, IOCBIEHHON eCTECTBEHHOMY 0TOOPY Y COIMAIbHBIX Ha-
CEKOMBIX, BBIIEIA TPU BO3MOKHBIX YPOBHSI 0TOOpPa — 0COOM, KOJIOHUN ¥ MOIYJISIHN
KOJIOHUII — U BIIEPBble yKa3aJ Ha BepPOsITHbIE MTPOTHBOPEUMs MeXKIy HarpaBIeHUsIMU
orbopa Ha pasHbIX ypoBHax. Hampumep, B cydae TOJUTHHUE HEKOTOPBIE TIAPUIIBI MOT-
Ji OBl «COKOHOMUTH» Ha BBIPAIIUBAHUN COOCTBEHHBIX PAOOUNX U TIPOU3BOIUTH GOJIBIIE
PENPOAYKTUBHBIX 0coOeil 32 cueT aKcruryaTaiuy 4y;kux pabounx. OH 1oJara, uyTo 1o-
TOOHOE ATOUCTUYHOE TOBEIEHITE TTAPUT] HE PACTTPOCTPAHSIETCS TIOTOMY, UTO BEJIET K Head-
(hekTHBHOCTHU BCell KOJIOHUU ¥ €My TIPOTHBOAEHCTBYET 0TOOP HA YPOBHE KOJOHUMA. ITH
paccyxaenust CtepreBanTa 0 KOHGINKTaX MEKIY YPOBHAME 0TOOPA 1 MHTEPECAMH OCO-
6eil y 001IeCTBEHHBIX HACEKOMBIX 3ByUaT YAUBUTEIHLHO COBPEMEHHO U SIBHO OTIEPEIUIIN
csoe Bpema (cm.: Bourke, Franks, 1995).

OcHoBaTeMn COBPEMEHHOTO HEOJAPBUHU3MA YAEJSIA OYeHb HEMHOTO BHUMAHUS
rpymmosomy or6opy. P. @umiep (Fisher, 1930) BbicKa3biBag COMHEHUS B €70 BOSMOKHOM
3HAYCHUM HA TOM OCHOBaHUH, YTO CKOPOCTH 3aMeEIeHUs 0cOOeH 3HAUNTENBHO GOJIbIIE,
YeM TPYIIIL, a ToaToMy 0TOOp ocobeil peBanupyet Hag otbopom rpyi. C. Paiit (Wright,
1931) B cBoeit Teopun “shifting balance” npuzasan ouenn Gosbiioe 3Hauenue audbe-
PEHIHATBHON MUTPAIUU 0cOOEH B MOMYJISIIINH, MOAPA3AETCHHON Ha HEOOIbINHE IEMBL.
[Tpu atom GoJiee TPUCIOCOOTEHHbBIE JIEMbI «3KCIIOPTUPYIOT> OJATONPHUSATHBIE TEHHBIE
KOMOUHAIMY B IPYTHE JIEMbI TOMYJISIIUHI, YTO MOKHO PACCMATPUBATh Kak (hOpMy IpyTi-
noBoro or6opa. ITosske PailT Takske MPeAIOKII HOBBIN TEPMHH «MEKIPYIIIIOBON 0TOOP»
(Wright, 1945), umest B Buy ot60p, IPOTEKAOINI MeXIy TomyistiiusiMu. OTHAKO OH He
paccMaTpUBaJl BOJIOIUIO ATbTPYU3MA.

Hanpotrus, [Ix. Xongeitn (Haldane, 1932; tur. no: Xoaman, 1935) B cBoeil KHure
«MaKTOPBI HBOJTIONUU» HE YAEJUI HUKAKOTO BHUMAHUS TPYIIIOBOMY OTGOPY, HO 06CY K-
JIaJT B 9BOJIOIMOHHOM KOHTEKCTE TPU3HAKH, «IIEHHbIE I KOJJIEKTHBA, HO HeOIarompu-
garuble g uaausugas (c. 114). Ananusupyst IpoCTeRIyio oOHOJOKYCHYIO MOJIETb OT-
60pa, OH TI0Ka3aJ HEBO3MOKHOCTh (DUKCAIMY TeHa a/IbTPyHU3Ma IyTeM 0TO0pa, 0COOEHHO
B GouibIux momyJistiiusx. OHAKO, eciIi OjiHA W3 IPYII, OJ1arogaps HaIMIuio B HEll allb-
TPYHUCTOB, OYIE€T pacTu OBICTPEE, TO «MOKHO OKHUJATh PACMAIEHUS ee Ha HOBBIE IPYII-
[bI», U TP HTOM <MHOT/IA OJIHA M3 HOBBIX IPYIII MOJIYYUT OGOJIBIIE, YeM JPYTHE, FTEHOB
ATbTPYM3Ma, U ee TeMI pocTa GyIeT BO3pacTaTh Aasbiie. HakoHer MOKeT MOTYIUThCST
rOMO3UTOTHas TpyIia 1mo atoMmy reny» (c. 116). Takxum ob6pasom, 1o mMbican XoJiieiina,
AJIbTPYHM3M MOKET BOBHUKATh TOJBKO B HEOOJIBIINX IPYIITax OJarofapst CJIydaiiHbIM [Ipo-
1leccaM, WJTH, eCJTU UCTIOIh30BaTh H0JIee COBPEMEHHYIO TEDMUHOIOTUIO, B PE3YIbTATE Te-
Hetrdeckoro apeiica. Ho nake 1 B 5TOM ciryuae «MOKeT BOSHUKHYTh 0OpaTHast My TaIlsl,
KOTOPasi MOKET PaCIPOCTPAHUTHCS. MHe KaskeTcs MaJOBEPOSITHBIM TIPE/TIOI0KeHHe,
YTO reHbl aGCOMOTHOTO AMBTPYM3Ma YacThl y YesoBeka» (TaM xe, ¢. 116). JIobonbiTHO,
YTO B 9TOM CI[EHAPHH HBOJIONNN aabTpyn3Ma XOJIIeiH He HAaXOIUT MeCTa JIJIsT MEKTPYTI-
MOBOTO 0TOOPA 1 He 06CYKIAT BOBMOKHOCTD AN (hePeHITaTbHOTO BEIMIPAHIS U pacce-
JIEHVSI TPYIITT B 3aBUCUMOCTH OT HAJIMYUS B HUX aJIbTPYHUCTOB. B TO ske BpeMsi OH NepBbIM
MTOHSJI 3HAYEHWE POJICTBEHHOCTU B BO3HUKHOBEHUU albTpyusMa: «IIpusHak atoro tuma
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MOZKET PAaCIPOCTPAHNUTECS B TOMYJISIIINH TOJIBKO TOT/A, KOTAA T€HBI, eT0 OMPEeAeISIoNe,
COlepsKATCsI B TPYTITIE POICTBEHHBIX 0COOEH, ¥ KOTOPHIX BEPOSTHOCTH OCTABIEHUS TOTOM-
CTBA YBEJIMYUBAETCS TIPUCYTCTBUEM THX T€HOB Y WHANBU/YATHHOTO YJIeHA IPYITIIBI, YbIO
JINYHYIO JKU3HECITOCOOHOCTD OHM TIOHIZKAIOT> (TaM ke, ¢. 114). OxHako u 3xech Xosaeit
(haxTruecku He 06CYKIAaET TPYNIOBOI OTGOP, a MPEBOCXUIIAET TEOPUIO POJACTBEHHOTO
ot60opa, CrerraIbHOE PACCMOTPEHIE KOTOPOU BBIXOUT 32 PAMKH JIAHHOU PabOTHI.

Me:k1eMOBBIif 0TOOP M AJTbTPYHU3M:
ITepBblii 9TAN AMCKYCCUH O TPYIIIOBOM OTOOpE

C MOMeHTa BO3HUKHOBEHUST KOHIIETIIIUHI TPYNoBoro otbopa B paborax Y. lapsuta u
IO CAMOTO TIOCTIETHETO BPEMEHH €€ PasBUTHE GBITIO CBSI3aHO, TIPEKIE BCETO, ¢ MPOOIEeMOit
HBOTIONUHU GHOTOTUYECKOTO AJIbTPYyH3Ma — MOBEICHMST, HATIPABJICHHOTO Ha 6J1aro ocobeit
CBOETO BUJIA, HO YMEHDBIIAIONIETO TAPBUHOBCKYIO TIPUCTIOCOOJEHHOCTD aTbTPYHCTA. ITO
OOBSICHSIETCST TEM, UTO JIJIs TIOHUMAHUST SBOJIIOIIUU OOJIBIIMHCTBA CBOMCTB KUBBIX Opra-
HU3MOB BIIOJIHE JIOCTATOYHO <IIPUHIMIIA SrouctudHoro opranusma» (Dawkins, 1976),
OCHOBAaHHOTO HA WHAWBUIAYATIbHOM, WU JAPBUHOBCKOM (KaK €ro HepeaKO HA3bIBAIOT),
or6ope, U HET HY)K/bl B MPUBJICUYCHUN WHBIX MeXaHU3MOB. JIpyroe [aejno — IpPU3HAKH,
HeGIaropUsATHBIE I UX obJagaTesiell, Ho MoJe3Hbie APYyruM ocobsm. B aTom cirydae
MPUHITUIT STOUCTHYHOTO OpPraHu3Ma He paboTaeT, 1 HeoOXOMMbI HHbIE 0ObACHEHNSI.

Bruiors o wavanma 1960-x rr. cpenn 6uos0roB mpeobiiagiano mpeicTaBieHue
0 TOM, 4TO €CTECTBEHHBIN OTOOP CO3/IAET AAITAII, HAIPABJEHHbIE «Ha (JIATO BUA».
BosHUKaoII[Ie TIPU 9TOM MTPU3HAKK MOTYT WHOT/[A TPOTUBOPEUNTH MHTEPEcaM 00JIa/Iato-
MIUX UMU 0COOEH 1 Jlaske OBITH Ui HUX HEGJIATOMPUSTHBIMU, HO TIOJIE3HBIMU JIJIST TPYTI-
1bl, TIOMyJIsiinu 1 Bua (Hamp., Allee et al., 1949; Lorenz, 1963, rur. mo: Jlopewir, 1994,
c. 114—143). TTono6HbIe paccysKIeHUsI B HESIBHOM BHJIE IIPEANOJIATAIOT BOSHUKHOBEHIE
TaKUX CBOICTB IyTEM TPYMIOBOTO 0TOOPA, MOCKOJIBKY 0TOOP 0cObEeil MOMIKEH TPErnsT-
CTBOBATh UX TOsABIeHN0. OHAKO GOJBITMHCTBO ABTOPOB JIAHHOTO MPOTUBOPEYHS He
3aMeyvajio, U MO3TOMY UX He CJIe[yeT OTyJIbHO OTHOCUTh K CTOPOHHUKAM TIPYIIIIOBOTO
orbopa (Bourke, Franks, 1995; Okasha, 2006).

KBuHTOCCEHIIMEN Uiell 0 BOSHUKHOBEHUHN aJIbTPYH3Ma IyTEM IPYNIIOBOTO 0TOO-
pa craja kHuTa GpuraHckoro 3oojora B. BunH-dasapaca (Wynne-Edwards, 1962),
B KOTOPOI1 OH 0000MIMII JaHHBIE 110 aJbTPYUCTHYECCKOMY MOBEIECHUIO W COIMATbHBIM
MeXaHU3MaM PEryJsiiiii YUCIEHHOCTH MOMYJISINA JKUBOTHBIX U MPEIJIOKUI 00b-
SICHUTD Bce 3TU (haKThl 0TOOPOM, JAEHCTBYIONUM Ha TOMyJsAiuu. Takoil oT60p 1mo3Ke
ObL1 HasBan MexaeMoBbhiM — “interdemic selection” (Williams, 1966), u ator Tep-
MUH cTaj obuleynorpeburtebHbiM. [pyiinoBoit ot6op, 1Mo Mbicau BunH-IaBap/ca,
COXpaHsIeT JIUIb Te MOIMYJISANUU, KOTOPble MOTYT 3(D(MEKTUBHO PEryJIHPOBATH CBOIO
YHCJIEHHOCTD, He OMYCKas BBIMUPAHUS B PE3yJIbTaTe HEXBATKU pecypcos. Iloaromy
B 9BOJIIOINN (DOPMUPYIOTCS COOTBETCTBYIOIINE 0COOEHHOCTH TTOBeIeHUs 0cobeil («co-
IUAThbHBIE KOHBEHIIUN» ), HATIPABJIEHHBIE HA COXpaHeHWe TTOMYJIINN 1 Buaa. B vact-
HOCTH, ’KUBOTHBIE CTABST CBOE PA3MHOKEHNUE B 3aBUCUMOCTD OT TLIOTHOCTH TIOITYJISITTITT
(“density-dependent convention”), uToObl u30eKaTh II€peHACENEHMSI U HCTOILEHMS
pecypcoB (“limitation-agreements”). @akrtudecku BuHH-IaBapiac yTBEPKAAT, YTO
0c00b 10OPOBOJILHO JKEPTBYET CBOEIl COOCTBEHHOI BHIKMBAEMOCTbIO M ILIIOLOBUTOCTHIO
(T. e. IPUCTIOCOBJIEHHOCTBIO) JIJIsl TOTO, YTOOBI TIOMOYb TOTTYJISIIIIE PETYJIUPOBATH CBOIO
YUCIEHHOCTD. [Ipr 9TOM Kak/10€e JKUBOTHOE CAMOCTOSITENbHO OIIEHUBAET YUCIEHHOCTD
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nomyaanuu Gyarofapst crelnuaibHbiM GopmaM Tpymnmosoro noseaeHus (“epideictic
displays”). Takoe ajabTpyrcTHYeCKO€e MOBeAEHUE, 0 BUHH-IaBapiacy, BosHUKaeT Ge3
KaKOTO-THG0 yYaCTHUS POJICTBEHHBIX OTHOIMEHUH — HCKITIOUUTETHHO GIarogapst otbopy,
NefICTBYIOIIEMY Ha TIOITY IS IIUOHHbIE IPYTITIBI BCEX BUIOB U Pa3MePOB. ABTOD YTBEP KA
TAKJKe, YTO ONUChIBAEMbIE UM SIBJIEHUS YPE3BbIUANHO PACIIPOCTPAHEHBI U CBONCTBEHHBI
BCEM BU/IAM SKUBOTHbIX.

Hecomuennoii 3acayroii Bunn-daBapiaca siBJIs€TCsS TO, UTO €ro KHHUTA BIIEPBbIE
[IPUBJIEK/Ia BHUMaHUE MIMPOKOW OMOJOTMYeCKON ayUuTOPHK K MpodsieMe IPYIIoBOro
orGopa U aJbTpynsMa. B To jke BpeMsi OHa BbI3Basia I1eJiblii moTok kputuku (Maynard
Smith, 1964, 1976; Lack, 1966; Williams, 1966; Lewontin, 1970; Wilson E. O., 1975;
Dawkins, 1976, 1982a; u ap.) u gaia HauaIo He 3aKOHYMBLIEHCS 10 CUX TIOP IMCKYCCHUH,
nosyuusineil nazsanue “Group Selection Controversy” (Okasha, 2006), nau “Units-of-
Selection Debate” (Reeve, Keller, 1999). TToapo6Hoe paccMoTpeHne 9TON AUCKYCCUU He
BXOJIUT B 3a/[a4y JaHHOI padoThl. OTCHUIAID YUTATENST K MHOTOYHCIEHHBIM 0030paM 110
rpymmosomy otbopy (Wilson E. O., 1975; Maynard Smith, 1976; Alexander, Borgia, 1978;
Wade, 1978, 1979; Grafen, 1984; Wilson D. S., 1983; Bourke, Franks, 1995; Gould, 2002;
Okasha, 2006).

[Ipesxe yeM o6CyRIaTh THTIOTE3y BuHH-ImBapica 1Mo CyIIECTBY, ciaenyer Gosee
CTPOTO OIPEIETUTD, YTO TAKOE TPYIIIOBON U MeskaeMOBbIit 0TO0p. P. JleponTtun (Lewon-
tin, 1970, p. 1) BbLIeJINI TPU YCIOBUS, «BOILJIOTIAIONUX TTPUHITUATI 9BOJIIOIUY Ty TEM eCTe-
CTBEHHOTO 0TOOPa», a UMEHHO: (DEHOTUITUIECKAST UBMEHUMBOCTD, AudbepeHinaibHas
MPUCTIOCOBJIEHHOCTD U HACJIEYeMOCTh, Bruosiornyeckue CynHoCTH, 00JIa1atoIne 3TUMU
CBOUCTBAMU, OH Ha3BaJI «eIMHUIIAMU 0TOOPa». BoJiee eTanbHbIi aHAIN3 HEOOXOAUMBIX
U JOCTATOYHBIX YCJIOBUHU [Tt ocytiecTieHuss otbopa Oblr gan JIx. duanepom (End-
ler, 1986). Vcriosib3yst 9TH IPUHIKIIBL, MOKHO YTBEPIKIATh, YTO CEMbH, COIMAIbHbIE U
HHbIE TPYTITBI 0CO6EiH, a TAKIKE IEMbI M MTOMYJISIIIAN, MOTYT OBITh eIHHUTIAMHI OTOOPA, TIPH
ycaoBun: 1) HAIMYKSL y HUX CIIOCOOHOCTH K PA3MHOKEHUIO, T. €. TIPOUCXOKACHUST OT HUX
HOBBIX I'PYIIIL; 2) TOSIBJIEHUS IIPU 9TOM U30BITOYHOTO YMCJIa IOTOMKOB; 3) HacJIe[0BaHKs
JOYEePHUMHU TPYIIIAMU CBONCTB MATEPUHCKUX IPYIIIL, T. €. HAJUYUSI HEKOTOPOIT KOPPeJIsi-
1AW MEXKY STUMU CBOMCTBAMU; 4) BBKUBAHUS U PA3MHOKEHUS TPYIIT B 3aBUCUMOCTH
OT UX CBOUCTB. B wacTHOCTH, MEKIEMOBBII OTOOP MOKET OCYIIECTBISITHCS ABYMSI CIIOCO-
Gamu: 1) nuddeperimanbroe BhkUBaHue 1 2) auddepeHimanbHoe paccejeHne I1eMOoB
n nonyssumii (Williams, 1966; Wilson E. O., 1975). B atoM ciyyae «pasMHOKEHHE>
JIEMOB TIPOUCXOJUT B OCHOBHOM IyTEM paccesieHusi U3 HUX 0COOel, OCHOBBIBAIOIINX
HOBBIE JIEMBI.

['mmoresa Bunn-9nBapaca mosepriach cepbe3Hoil KpUTHKE ¢ HECKOJIBKUX CTOPOH.
Oco6eHHO MHOTO BHUMAHUsSI €il yIeJus aMepuKaHCKuil aposoimonuct . Buibsmc
(Williams, 1966). TlepBoe Bo3paskeHMEe COCTOSIIO B TOM, 4TO aBTOP HEBEPHO MHTEPIIPe-
TUPOBAJ SIBJICHWE MOMysairoHHol peryssaiuun (Maynard Smith, 1976; Lack, 1966;
Williams, 1966; Wilson E. O., 1975). Bce ero npumepsr sk00bl aJIbTPYUCTHYECKOI Pery-
JIATAY YUCJIEHHOCTH OOMaHYUBBI. B 4acTHOCTH, TOBEIEHIE JKUBOTHBIX, YMEHBINAIOIIUX
CBOIO IIJIOZIOBUTOCTD B IIEPUO/IBI MAKCUMYMA YUCJIEHHOCTHU, HE SIBJISIETCS ATTbTPYU3MOM.
[Tocrynas takum o6pa3oM, 0coOb u3beraeT U3auiIHei THHEN MOTOMCTBA B IEPUOJIbI
HEXBATKU PECYPCOB, COXPAHSISI BOSMOKHOCTDh Pa3MHOKEHUST B Oy/IyIieMm, T. €. (hakTu-
YecKW ONTUMHU3UPYET CBOE PAa3MHOKEHUE, [OCTHTAs MaKCUMyMa WHIWBUYaTbHON
npucnocobeHHOCTH B MeHstoruxcest yeaosusx cpeasl (Lack, 1966; Williams, 1966;
Wilson E. O., 1975). Takum 06pazoM, 9BOJIIOIUST PErYJISIAN YHCIAEHHOCTH MOy IS
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MTOJTHOCTHIO 0OBSICHUMA € MO3UIIHIA «dTOUCTUIHOTO OPTaHU3May U He TpeOyeT mpuBJie-
YEeHHUsT MeXaHU3Ma IPYIINOBOro oThopa.

Bropoe BozpaskeHne 0CHOBBIBATIOCH HAa TOM, YTO TPYIITIOBO 0TOOP 3HAUNUTETHLHO Me-
Hee 2(DEKTUBEH 110 CPABHEHWIO C MHAMBUIYAIbHBIM U SIBJISETCS 110 CPABHEHUIO C HUM
<apoueccoM Broporo nopsaka» (Williams, 1966). DTor BbIBOA OCHOBAH Ha TOM, YTO:
1) II0IOBUTOCTD U CMEPTHOCTD, 2) TeHETUYECKAd NU3MEHUYNBOCTD, 3) KOPPEJIIIIS MEKILY
[PU3HAKAMU U PEMPOYKTUBHBIM YCIIEXOM Y 0c00€ell y 0cobell HecpaBHUMO OOJIbIIIE, YeM
y rpymi. [Toatomy ot6op ocobell Beera 3SHauuTeIbHO CUJIbHEE, YeM 0TGOP TPYIIIL, U CIIO-
cober aHEKTUBHO MPOTUBOAEHCTBOBATH (DUKCAIUU B MOMYJISIUAX IPU3HAKOB, YMEHb-
MAONMINX WHANBUAYaIbHYIO TpucnocobsentocTeil opranusma (Maynard Smith, 1964,
1976; Williams, 1966; Lewontin, 1970; Wilson E. O., 1975). DToT BBIBOJ HallleJ II0J-
TBEPIK/IEHUE TIPY MATEeMaTHYECKOM MOJIETUPOBAHUN TPYIITIOBOTO 0TOGOpa. YiKe TepBbie
npocTeiinme MoJIeJIn OKa3aju, 4To TPYIIIOBOH 0TGOP B TOJNB3Y albTpyusMa Tpedyer
0YeHb crenudUIecKrx, X0Ts B IPUHIUIIE BO3MOKHbBIX, yeaoBuil (Maynard Smith, 1964).
Kpome Tor0, abTpyusM, 3aKpEMUBIIHIICS B MOMYJISINI HA OCHOBE IPYIIIIOBOTO 0TOOPA,
He SIBJISIETCST 9BOJIOIIMOHHO-CTAOMIbHOI CTpaTerueil, MOCKOJIbKY JIETKO MOKET ObITh BbI-
TecHeH arouctuuHbiME MyTanTtamu (Maynard Smith, 1976). Bosee ciosxkubie Mozenu,
OCHOBaHHbIE HA JINHAMIKE BBIMUPAHUS U KOJOHU3AINU €EMOB B METATIOIYJISAINH, TI0-
Ka3aJid, 4TO BOSHUKHOBEHWE aJIbTPYU3Ma Ty TEeM YHCTOTO MEKIEMOBOTO OTOOPA ABJISIETCS
KpaifHe MaJIOBEPOSTHBIM COOBITHEM, TPEOYIONINM BEChbMA CIIEIMANBHBIX YCJIOBHH, KOTO-
pbie BpsjL 1 yacTo Berpevatores B ipupojie (Levins, 1970; Boorman, Levitt, 1972).

B pesyJsbraTe TIepBOTO 9TAMa AUCKYCCUN O TPYIITOBOM 0TGOPE cpe GHOIOTOB pac-
MIPOCTPAHIIIOCH 00JIEE OCTOPOKHOE OTHOIIECHYE KaK K IPYIIIIOBOMY OTOOPY, TaK ¥ K HIEsIM
00 alanTaIuy s OIb35l BU/A U MOy sy, EcTecTBeHHbIi 0TOOP AeficTByeT Ha 61aro
BU/I JIUIITH TOCTOJBKY U TIOTOMY, YTO OH HAIPaBJIEH HA MOBBIIIEHUE TPUCTOCOOTIECHHO-
ctu ocobeil. PazBepHyTyIo KPUTHKY W€V aflaliTallui «Ha 6Jaro BUa» MOKHO HAWTH y
P. ®umiepa (Fisher, 1958, nur. mo: Fisher, 1999) u /I:x. Busbsimca (Williams, 1966).

BHyTpHI€eMOBBIii 0TOOP U AJbTPYU3M:
BTOPO#i 9Tal IUCKYCCUH O TPYIIIOBOM OTOOpE

Hecmorpst Ha ybenuTesbHYI0 KPUTHKY uaell BuHH-DaBapca, MOMBITKH HATH B
IPYIIIOBOM OTOOPE MCTOYHWK BOZHUKHOBEHUST aJbTPyH3Ma IPOHOJIKAIICH, 0COOCHHO
Hacroiiuuso B padorax [I. C. Busibcona (Wilson D. S., 1975 u ap.). JaibHeiiniee pas-
BUTHE UCKYCCUU CBSI3AHO € MOSABJIEHUEM HOBOTO KJIACCa MOjIeieil TPyImoBoro otbopa,
KOTOpbIe ObLIM Ha3BaHbl «BHYTPUAEMOBbIMU» (intrademic), B oTsimuue ot 6osiee paHHUX
«MEKIEMOBbIX», WJIHM «TPaULIUOHHBIX>, Mogesell (Wade, 1978). TlepBoii Oblia MOIEb
“trait-group selection” (Wilson D. S., 1975), nosske nosryuunsiiast 6oJsiee obliee Ha3BaHIe
«Moziesib cTpykTypupoBatnHoro gema» (Wilson D. S., 1977). O0uum B MOJEISX 9TOTO
THUTIA STBIISIETCS TO, UTO TIOMY SIS (JIeM) CTPYKTYPUPOBAHA, T. €. COCTOUT U3 BpEMEHHBIX
TPYIII, B KOTOPBIX U MTPOUCXO/IAT COIMaIbHbIe B3auMo/ielicTBus. B Mmozenn “trait-group
selection” ocobu B rpymmax He Pa3ZMHOKAIOTCS; PASMHOKEHUE TIPOUCXOIUT MOCIE pac-
MaJIeHUs TPYIITT U [TPU BTOM 00pasyeTcst OOIINH AT TOTYJISIIUU MYJT CKPETMBAIOTIIXCS
ocobeil. B pyrux BapuaHTax MOJETN PAa3MHOKEHUE TPOUCXOAUT TAKKE U B IPYIIIIAX.
BbukUBaHME U MJIOAOBUTOCTD OCOGEH B IPYIIAX 3aBUCIT OT HATUYHS U YHCJIEHHOCTH
B HUX aJIbTPYUCTOB. [109TOMY HECMOTPSI HA yMEHbIIIEHUE BBIKUBAEMOCTH U IJIOIOBUTO-
CTH aJIbTPYHUCTOB 110 CPABHEHUIO C APYTUMHU 0COOSIMHU, IPYIIIbI, BKJIOUYAOIIHe GOJIbIIe
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aJIbTPYUCTOB, OBICTPEE PACTYT U B PE3yJIbTaTe MPOU3BOAST GOJIbIIE 0COOEH, MTPUCTYTIAI0-
[IMX K Pa3MHOKEHUIO B 001eM TryJte momyJisiuu. TTocsie mosiBiieHnst ocobeil HoBOTO T10-
KOJIEHMSI OHU OIISATh 00pasyioT IPYIINbI, U BCe IIOBTOPAETCS BHOBb.

Ananus Mojiesiell CTPYKTYPUPOBAHHOTO IeMa TOKA3aJI, YTO aTbTPYU3M MOKET BO3HHU-
KaTb B Pe3yJbTare IPYIIOBOro 0TOOpa TOJbKO B TOM CJIydae, eCu 0co0M BHYTPU IPYIIIL
6oJiee TeHETHYECKH POJICTBEHHBI JIPYT APYTY, 4eM B cpeareM B nomy ity (Wilson D. S.,
1975, 1977). Ha sTOM OCHOBaHIYM MHOTHE aBTOPbI CYUTAIOT TAKHe MO (PaKTUIECKU
SKBUBAJIEHTHBIMU MOJIEJISIM pojicTBeHHOTro oTOopa (Maynard Smith, 1976; Grafen, 1984;
Nunney, 1985). Tem e menee . C. Bubcon (Wilson D. S., 1975, 1977, 1979, 1980) u
HekoTopbie apyrue aropbl (Matessi, Jayakar, 1976) yTBepskaaiiu, 4To aJbTPyU3M MOKET
BO3HHUKATD IIyTEM BHYTPHUIEMOBOIr0O 0TOOpa JasKe TPU OTCYTCTBUU POACTBEHHOCTH, T. €.
I IIOJHOCTBIO ClydaiinoM o6pasoBanuy rpyiir. OQHAKO 9TO albTPYU3M 0COOOI0 THIIA.
JI. C. Busbcon (Wilson D. S., 1979, 1990) nassau ero «ciaabbiM» (weak) anbTpynsmom,
B OTJINYKME OT KJACCUYECKOrO <«CUJILHOro» (strong) ajbrpyusma. Ecim HeOOGXOAMMBIM
[IPU3HAKOM KJIACCHYECKOTO aJIbTPYH3Ma SIBJISIETCsT aGCOTIOTHOE YMEHBIIEHUE MTPUCTIOCO-
GJICHHOCTH aJIbTPYHUCTA, TO MIPU CITabOM abTPyu3Me TPeOyeTcsl TOJIBKO OTHOCUTEIBHOE
YMEHbIIIEHHE MPUCIOCOOIEHHOCTH 0 CPAaBHEHUIO ¢ APYIMMU YjeHaMu rpymibl. Jleil-
CTBHS €1abOr0 aJbTPYHCTA TOJIE3HBI BCeM 0COOSIM B IPYIIIE, B TOM YKCJIe i CAMOMY aJlb-
TPYMCTY, ¥ [IO9TOMY €0 HPUCIIOCOOJEHHOCTh He 00s13aTe/IbHO YMEHbIIAETCSA, a MOKET
Jaske ¥ BO3pacTaTh, HO IIPU 9TOM IPUCIIOCOOJEHHOCTD PELUITMEHTOB abTPy3Ma YBEIU-
4MBAETCs B elle OOJIbIIEH CTEIleHH, TOCKOAbKY OHM He TPATAT PECYPCOB Ha aJIbTPYH3M.

MHorue aBTOPbI OTKa3bIBAIOTCA cuMTaTh ciadbiii anbrpyusm [I. C. BusibcoHa Ha-
crosiium anbrpyusmom (Maynard Smith, 1976; Grafen, 1984; Nunney, 1985). Oco6ento
BECOMBIM apPTYMEHTOM SIBJISIETCSI «MYTAIlMOHHLIN TecT Ha anbTpyusm» (Nunney, 1985).
[ToCKOJIBKY albTPYH3M, TIO OTIPEAEJIEHITIO0, YMEHBIIAET MPUCITOCOOJEHHOCTD TPOSBIIS -
Io11elt ero 0cobu, To «06paTHAsE MyTallKsi», IPeBPAIAoIas aJbTPYHCTa B STOUCTA, TOJIAK-
Ha [IOBBIIIATH €X0 MHANBUAYAIbHYIO IPUCIIOCOOIEHHOCTD. DTOTO, OIHAKO, HE TPOUCXOIUT
1pu c1aboM aJbTPyHU3Me, TIOCKOJIbKY B IAHHOM CJIy4ae MOBeIeHUe albTPyrCTa IPUHOCUT
10JIb3Y He TOJBKO OKPY:KAIONMM 0C00SM, HO U eMy CAaMOMY, XOT$ ¥ B MEHbBIIIEI CTEIeHH.
[Tpumep cjaboro aabTpyr3Ma HeJaBHO UCCIIEA0BaH Y IPOXKIKeit Saccharomyces cerevisiae
(Gore et al., 2009). YacTb APOKKEBBIX KJIETOK (JIBTPYUCTHI) 0OJIaaeT CIEHaTbHBIM
(hepmenTOM /1JIsT pacienieHns caxapo3bl, KOTOPBIN OHU BBIAEJSIOT BO BHENTHIOO CPELy.
JIpyrue sxe ocobu (3TOMCTBI) He TIPOU3BOIAT TaKoil epMeHT (M CJIeA0BATENbHO, He He-
CYT CBA3aHHBIX C 9TUM PACXOOB), HO IOJIb3YIOTCSI MOHOCAXapUAaMI, 00Pa30BaBILIUMIUCS
B pesyJibrare paboThbl PepMeHTa, TPOU3BEAEHHOIO aJlbTPYUCTaMu. ECIIi MbI IIPEACTaBIM,
YTO y KJIETKU-aJbTPYUCTA TPOU3O0IIJIA MyTallusl, He TTO3BOJISIONAs eif CHHTE3UPOBATh
(epmenT, TO ee IPUCIIOCOBIEHHOCTD He YBEJUYUTCS, a YMEHBIIUTCS, TOCKOJIbKY OHa 1
cama 6oJIblile He CMOJKET UCIIOIBb30BATh JIJIS TIMTAHUSI CaXapo3y, a JIUIIb TOTOBbIE MOHO-
caxapuibl. CJIe10BaTe/IbHO, 3TO CIa0bIN aTbTPYH3M.

CJieryer OMYEPKHYTh, YTO BCE AUCKYCCUU O TPYIIIOBOM OTOOPE HOCAT MIPEUMYIIe-
CTBEHHO TeOPEeTHYeCKUil xapakrep. [IpakTuuyecky MOJHOCTBIO OTCYTCTBYIOT PeaibHbIE
[IPUMEPBI €ro JAeiicTBrs B 1pupoie. Tem GoJiee HHTEPECHBIM SIBJISETCS HeaBHee UCCie-
JIOBaHKe Ha KuledHol majouke Escherichia coli, B XoTOpoM Ha MOJIEJIM U3 IBYX IITAMMOB
reHeTUYeCKH MOAM(DUIMPOBAHHBIX OaKTepHil yAaJ0Ch IIPOCIEAUTD SBOJIOLMIO CIaboro
AJIbTPYU3Ma B PE3YJIbTaTe BHYTPUIEMOBOTO 0TOOPA B COUETAHUN C TEHETUIECKUM JIpeiihom
(Chuang et al., 2009). C gerassiMut 9TOr0 MHTEPECHEHTIIETO SKCIIEPUMEHTAa MOKHO O3HA-
KOMUTBCS B nHTepHET-TiyOmKarn A. B. Mapkosa (2009). OnHako B ero KOMMEHTapHii
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cJlelyeT BHECTHU JIBe MPUHIUIHATIbHBIE TIOTIPABKU. BO-TIEPBBIX, OMMUCHIBAEMBIN B paboTe
ANBTPYU3M SIBJISETCST CJTaObIM, TIOCKOJBKY BBIICISEMBIN GaKTepPUsMU-aTbTPYHCTAMU
MeTaboIUT HeOOXOAUM He TOJIBKO OAKTEPUSIM-3TOMCTAM, HO U CAMUM BBIJIEJISIONIM €T0
0co6sIM. DTa CUTYAIUST COBEPIIEHHO AHAJIOTHYHA PACCMOTPEHHOI YyTh BBIIITE JJIsT APOK-
&Kell. Bo-BTOPBIX, KaK aBTOPBI MCCIEOBAHIS, TAK 1 €T0 KOMMEHTATOP ONMOAIOTCS, TTPU-
michIBast Habmoaommecst ahPekTs HekoeMy «Mapanokcy Cumiconas. OUeBHUIHO, YTO
B OTMCAHHOI MOJIEJIBHON CHCTEMe IPOUCXO/IMI UMEHHO BHYTPUIEMOBBIi 0T6op. Te BbI-
GOpKH, T/I€e N0 CIydaiiHOCTH (TeHeTHYECK Uit Ipeiidh) cpe/ir IPUMEPHO JIeCATKa DaKTepuil
OKa3bIBATOCH GOJIBIIIE ATTHTPYNCTOB, TABATIM OUEHD OBICTPO PACTYTITIE KOTOHIY GIaroxapst
BBITOIE ATBTPYU3MA JIIsT BeeX GakTepuil. [Ipu aTOM, XOTS B KasKI0H OTAEMBHON KOJTOHUH
AJNLTPYHCTHI TPOUTPHIBAJIA ATOMCTAM TI0 TEMITAM Pa3MHOKEHUST, B pe3yJibTaTe GBICTPO pa-
CTYII[Ee KOJOHUY JIaBaJIi 3HAUUTEJIBHO OOJIbIIE TTOTOMKOB. [I09TOMY JI0JIsT alIbTPYHCTOB
BO BCEH TOMYJISAIINN yBeJTUUUBaIach. Pe3yIbTaThl TOBOPSIT caMi 3a ce0s1: «ITOBTOPUB He-
CKOJIbKO Pa3 3Ty TOCTIEA0BATENLHOCTD edcTBUH (pasbaBieHye KyabTyphl, pacceieHne
MaJIeHbKUMU TPyTIamMu B 288 mpoOUpoK, pocT, COeAMHEHE OIS B O/HY, OISATH
pasbaBJieHre U T. [I.) MOXKHO JOOUTHCST CKOJIb YTOHO BBICOKOTO MPOIIEHTHOTO COJEPIKa-
HUS aTbTPYNCTOB B KYJbType. B OZIHOM 13 ONBITOB OHM HAYAJIN CO CMECH, COfepsKaIeit
qtis 10 % anbTPyHCTOB, U BCETO 32 5 MUKJIOB PAa3baBIEHUsT W PACCETEHNsT TOBETU UX
noJiio 710 95 %» (Mapkos, 2009).

Etle ofHUM HPEIMETOM JUCKYCCUN O MPUPOjE TPYIIIOBOTO OTOOPA SIBJISIETCS BO-
TIPOC O TOM, UTO JKe TaKoe «Tpymas. JIJst G0NBITIMHCTBA aBTOPOB TPYIITA TOKHA OBITH
(busMyecKn AUCKPETHOI coBOKymHOCThIO ocobeii (Maynard Smith, 1964, 1976, 1982;
Wilson E. O., 1975; Dawkins, 1979). B otiuuue ot rpyimnoBoro oréopa, poACTBEHHbIN
otbop, corsacHo ompeseaennio Maitnapaa Cvura (Maynard Smith, 1964, p. 1146), ato
«0TOOP, MERCTBYIONMH Ha TPYIIIHI OIM3KO POACTBEHHBIX 0COOEH, KOTOPbIe HEOOI3aTeNhb-
HO JIOJIKHBI OBITh IMCKPETHBIMU B IIPOCTPAHCTBE U BO BpeMeHu». HanpoTus, CTOPOHHUKN
BHYTPHIEMOBOTO 0TOOPA MOJIATAIOT, YTO «TPYIIIBI» MOTYT OBITh KaK JUCKPETHBIMU CTPYK-
TypaMHu, TaK ¥ COBOKYIHOCTsIME (networks) ocobeit, mpeAnouTUTeIbHO B3aUMOIEHCTBY-
ommx Apyr ¢ apyrom (Hamp., Wade, 1980). B sito60M ciyuae MOHSATHE TPYIIIBI TIPETTO-
JlaTaeT HaJMIMe MOBEJAEHIECKNX 1 (DU3NUECKNX KOHTAKTOB MEKIY ee UJIeHAMHU.

B ¢BsA31 ¢ 9THM Cle[yeT 0CTAaHOBUTHCS Ha TUTIMYHON ONMOKe, COBEPITaeMOi HEKOTO-
PBIMU GUOJIOTAMM, PACCMATPUBAIOIIUMIE [TPOU3BOJIBHO BbIIEJIEHHbIE UMU TPYIIIHI HUKAK
He CBSI3aHHBIX JIPYT C IPYroM ocobeil B KauecTBe 00beKTa rpynmnoBoro orbopa. Hampu-
Mep, B yueOHuKe 1o Teopun ssosoiu A. C. Cesepiios (2005, c. 185) mumret: «Bce ce-
ronetku (sarymata. — B. K.), TOKUHYBIITME BOJI0OEM 32 JIAHHBIN TPOMEKYTOK BPEMEHH,
UMEIOT OJINHAKOBYIO BEPOSTHOCTh OBITh Che/IEHHBIMU UJIN BBIKUTh, HE3ABUCHMO OT WX
WHIVBUYATHHBIX 0cobenHOCTeH. OMHAKO YeM HIKe TTOTHOCTD CETOTIETOK, TEM BEPOSIT-
Hee BbIKMBAHUE Kak[IOT0 M3 HUX. DTO O3HAYAET, YTO OTOOP XMIIHUKAMK JCHCTBYET Ha
CETOJIETOK He KaK WHIWBUIYATbHBIH, a Kak TPYIoBoit 0160p». Ho BeixoasIme Ha Geper
JIATYIIIaTa HUKAK He CBSI3aHbI, HE «OOIIAITCST» MEXKIY COOOM, U T0ITOMY He MOTYT pac-
CMATPUBATHCS B KAUECTBE TPYTIIBHI 1 0OBEKTA TPYIITOBOTO 0TOOpa. /lasee aBTOp A€MOH-
CTPUPYET SIBHOE HEMOHMMaHWe MPUPObI IPYHIIOBOTO oTbopa: « Takum 06pasoM, Tpyii-
MOBO#T 0TGOP B TIPUPOJIE CYIIECTBYET, HO HE KaK COIMaTbHAs KOHBEHINS, <..> U HE KaK
muddepeninaibioe BbIKUBAHUE TOYJIAII, <..> a KAaK PABHOMEPHOEe paciipe/ieJieHie
CEJIEKTUBHOTO MTPEUMYTIECTBA, 00eCIIEUNBAEMOTO IPYIIION, MEK/Y BCEMU YJIeHAMU 9TON
rpytbi» (Cesepiios, 2005, c. 186).
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B. A. TIpoBOpOB B cepui OYEHBb COAEPKATENBHBIX PA0OT IO TEHETHKE U HBOJIFOIUH
MUKPOOHO-PACTUTEIbHBIX CUMOMO30B OMIMOOUHO PACCMATPUBAET B KAUECTBE IPYIIIIOBOTO
0T6Op MEKIY pasjMYHbIMU ITaMMaMu (KiaoHamu) Gakrepuil. Hanpumep: «Mexrpyi-
HOBOI 0TGOP B MOMYJIAINUAX PU30OHiT YCUIMBAETCS B TOM CJIydae, €CJ XO3sIMH MOJIH-
Mopden 1o “nipeanoyrurenabioctu” K mrammams» (IIposopos u sip., 2008, c. 19). Oxna-
KO IITaMMbI GAKTEPHUil He SIBJISIIOTCS] HU JINCKPETHBIMU TPYIIIAME, HU COBOKYITHOCTSIMU
0co6el, TPeIOYTUTETHHO B3aNMOIEHCTBYIOIIUX JPYT ¢ APYToM. VX 00beIUHSIET TOTBKO
OIMHAKOBBIN TeHOTHII. OUeBU/IHO, UTO TTPEUMYIIECTBO OJHOTO IITaMMa Mepel APYTUMHU
BO3HUKAET B Pe3yIbTaTe 0OBIYHOTO MAPBUHOBCKOTO OTOOPA, TTPOUCXOJISIIETO HA YPOBHE
OTZIENIbHBIX 0cobeii-GakTepuii. Ecau ucmonpsosars Jjioruky B. A. TIpoBoposa ¢ coaBTo-
pamu, TO TPYIIOBBIM MOJKHO Ha3BaTh OYKBAJbHO JI0OON caydait or6opa. Hampumep,
€cJIM B TOMYJIANUY TEHOTUIT A BBITECHSIET TEHOTHT B, TO Takoil 0TOOp TOKE MOXKHO Ha-
3BaTh IPYIIIOBBIM, IOHUMASI IO/l «TPYIIIAMU» COBOKYITHOCTU 0COOEN Pa3HbIX TEHOTUIIOB.
Ho 510 HEBEPHO, MOCKOJIBKY 3/1€Ch AEHCTBYET MMEHHO WHANBUAYAIBHBIA 0TOOP 0cobeit
C PA3HBIMU FeHOTHUTIAMH.

[TokasaHO, YTO MOJIEJIM BHYTPUAEMOBOT0 0TOOpa (haKTHUECKU OCHOBAHBI Ha T10/pas-
JETIEHUH WHANBUYAJIBHON MPUCTTOCOBTIEHHOCTH 0c0oOel Ha Ba KOMIIOHEHTA — BHYTPH-
rpymiosoii u Mexrpyinosoii (Wade, 1980). [l aHanusa 9TUX KOMIIOHEHTOB 0TOOpPa
00BIYHO HCIIOJIB3YIOT KOBapUalMOHHbIN noaxox Jx. Ilpaiica (cm. Bourke, Franks, 1995,
p. 45—49; Okasha, 2006, p. 18—25). B pesyJibrare 0Ka3ajaoch, 4TO MOJEIU FBOTIOIIH AJTh-
TPyHU3Ma IyTeM BHYTPHIEMOBOTO U POJCTBEHHOTO 0TOOPA MATEMATUYECKH SKBUBAJIEHT-
HBI JIPYT APYTY, T. €. (haKTUUECKU OMUCHIBAIOT OJUH U TOT JKe TPOTIECC Pa3HBIMU CTIOCO-
6amu (Wade, 1980; Queller, 1992a, b; Dugatkin, Reeve, 1994; Bourke, Franks, 1995).
OaunakoBO IPaBUJIBHO PAacCMaTPUBATL 9BOJIOLMIO HACTOsALEro (Strong) ajasrpyusma
MyTeM POJICTBEHHOTO 0TGOPA, MITH K€ KaK Pe3yIbTaT KOHMIMKTA MEXK/TY MEKIPYIITOBBIM
U BHYTPHUTPYIIIOBBIM OTOOPOM, [IPU YCIOBUH YTO TPYIIIIbL SIBJSTIOTCST IMCKPETHBIMU UJTH
CBSI3aHHBIMM B3aMMO/ICHCTBUSIMU COBOKYITHOCTSIMU POZICTBEHHbBIX 0cObeit. TaknumMoOpasom,
Pa3InuUsT MEKIY MOJESIMU BHYTPHUIEMOBOTO W POJCTBEHHOTO OTOGOPA B OCHOBHOM
CEMaHTUYECKUE, M UX HEJIb3sT PACCMATPUBATh B KauecTBe KOHKypupytomumx reopuii (Wil-
son D. S., 1983; Bourke, Franks, 1995; Reeve, Keller, 1999). BaxHeiinmm BoIBOAOM 13
BCeX JIMCKYCCUN CTAJO0 OKOHYATEJNbHOE TPU3HAHWE HEBO3MOKHOCTH BO3HUKHOBEHWUS
HacTosMIero (strong) ankTpynsMa B peayJbrare Jo6oi (hopMBI TPYIITIOBOTO 0TGOPA TIPH
OTCYTCTBUY TEHETHYECKON POJACTBEHHOCTH MEK/Y COCTABJAIONIUME TPYIIbI OCOOAMU
(Wilson D. S., 1990).

CoBpeMeHHblii 9Tall pa3BUTHSI KOHIIENUH TPYNIIOBOrO 0TOOpa

B xonre 1970-x rr. Ha ocHoBe uzeit Busbsmvca (Williams, 1966) u B. Tamusbro-
Ha (Hamilton, 1972), pasButsix P. JIOKHH30M B €r0 KOHIICIIINN «3TOMCTUYHOTO TEHA»
(Dawkins, 1976, 1982a, b), dbopMupyercss TeHOUEHTPUCTCKAS MapajurMa HBOJIIOIHHL.
Oma mipezcTaBisieT co60il HOBBIN B3TJISI HA 9BOJIONNIO W PACCMATPUBAET TeH B Kade-
CTBE eIMHCTBEHHON eIMHUIIBI TEHETHYECKOTO MHTEPEca U ecTeCTBEHHOTo oT60pa. C aToii
TOUKHU 3PEHMST OPTAaHU3MBbI, CEMbH, TPYTIIBI 0COOEH, eMbl U TOTYJIANMNA — «TPAHCIIOPT-
ubie cpezctBa> (vehicles) renos (Dawkins, 1976, 1982b), win nHaue — «UHTEPAKTOPBI»
(Hull, 1980). Mbi MOskeM Ha3BaTh UX «3KOJOTUIECKUMU elHHUIIaMU» 0TOopa. Birarogapst
B3auMO/IeHCTBIIO, MU(MGEPEHITNATbHOMY BBUKWUBAHUIO U PEMPOAYKIIMM ITUX €IUHUIL
MIPOUCXOAUT OTOOP Ha COOTBETCTBYIONIEM YPOBHE, MPUBOISANINI B KOHEUHOM UTOTE
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K nddepeHImaIbHOMY BBIKUBAHIUIO U PEITUKAIIUH, T. €. 0TOOPY reHoB. TakuM 06pasoM
OPTaHU3MBI, CEMbU, TPYIIIIBI 0COOEH, IEMbI 1 MOIYJISIIUI — «HETTOCPEACTBEHHbIE> (Proxi-
mate), a reasl — «KoHeuHble» (ultimate) 0ObeKTHI ecTeCTBEHHOrO 0TOOPA.

K nacrosiiiemy Bpemenu gebaTbl OTHOCUTEIBHO TPYIITIOBOTO 0TOOPA U albTPYHU3-
Ma CMEHUJIUCH GoJiee IPOAYKTUBHBIMU JIUCKYCCUSIMU O POJIH €CTECTBEHHOTO 0TOOpa Ha
pasMuHbIX ypoBHsX opranusaiuu (multilevel selection) B sBoJIOIMK JKUBBIX crcTEM
(nanp., Keller, 1999; Okasha, 2006). Hosas Teopust MHoroypostero or6opa (levels-of-
selection theory) momxna orBeTuTh Ha ABa ocHoBHBIX Bompoca (Reeve, Keller, 1999):
1) kakum oOpasoM ecrecTBeHHBI oTOOp cpeau exuuul (vehicles) Gosee Huskoro
YPOBHSI CO3/Ia€T €AMHUIIBI GOJIee BHICOKOTO YPOBHS? 2) KaKiM 00Pa3sOM €CTeCTBEHHBIN
0T6OP Ha OJHOM YPOBHE BJIUSIET HA TIPOIECCH 0TOOPA, TPOUCXO/IAIIIE Ha O0JIee HU3KIX
u GoJiee BBICOKUX ypoBHAX? HanGosblmii nHTEpeC vccieoBaTeseil mpuBieKaeT Bo3-
HUKHOBEHUE TIPOTHBOPEUNIT MEK/IY HAMPABICHUAMHU 0TOOPA HA PA3HBIX YPOBHSX, IMO-
POKIAIOMNX KOHMDIUKTH TEHETUIECKUX UHTEPECOB. B BOSHUKHOBEHUN U pa3penieHun
TaKUX KOH(MJIUKTOB MHOTHE BUIAT OJMH U3 BAKHEUIINX MyTeil 9BOJIOIUN U YCI0KHE-
nus 6uonornueckux cucreM (Reeve, Keller, 1999; Leigh, 1999).

Tem He MeHee, €CIU OCTABUTD B CTOPOHE MPAKTUYECKU OOIIENPU3HAHHBIA MEXaHU3M
HBOJIIOIMH JIbTPYU3Ma ITyTEM POACTBEHHOTO 0TOOPA, POJIb APYrHX (hopM 0TGOPa Ha YPOB-
HSIX BBIIIE OpraHuaMa ocTaercs Moka BecbMa auckyccuonnoi (cm.: Keller, 1999; Okasha,
2006). HecoMHeHHast MPUYMHA 9TOTO B TOM, YTO WHAUBUYATbHbII TaPBUHOBCKUN 0TOOD
3HAYUTEILHO CUJIbHEE TPYIIIOBBIX (hopM 0TOOPa, uTo HBLIO paccMoTpeHo Boie. Creposa-
TeJbHO BO3HUKHOBEHHUE KAKUX-JTO0 CBOUCTB, HEOIATOMIPUSTHBIX IJIst 0COOEH, B pe3yIbTaTe
oTOOpa Ha YPOBHE TPYIII, AEMOB, OIS WK BUIOB KpaiiHe MajoBeposiTHO. [ToaToMy
TaKKe CJYYau JI0 CHX [MOP HEM3BECTHBI. ECJIU jKe HEKUil TIPU3HAK MOJIE3eH U JIJIsT 0CO0ei,
U Uit eiuHuUTL GoJiee BBICOKUX YPOBHEH, TO €0 SBOJIOIHS OMATD JKe GYIeT OTPEAeIsThCs
B OCHOBHOM (0J1e€ MOTITHBIM HHAUBUIYATEHBIM 0T60pOM. TOT hakT, 4To TPYMmoBoit oT6op
TaKsKe MOJIEPKUBAET JaHHbIN TIPU3HAK, He UMeeT 0coO0r0 3HAUEHUS 110 IPUUYMHE €T0 He-
M3MEPUMO MeHblIel MoliHocTH. Takum 06pasoM, B IIEPBOM CJIydae IPYIIIOBOM 0TOOP, Kak
rpaBuJio, HeahPeKTUBEH, 2 BO BTOPOM — €T0 POJIb UCUYE3al0Ile MaJa.

EmutcrBenHast 061aCTh, B KOTOPOH MOKa 0OHAPYKEHBI PeaTbHble KOH(MINKTHI TeHETH -
YEeCKUX MHTEPECOB, 9TO CyOOpraHu3MeHHbIe yPOoBHU 0TO0pa. K HacTosmeMy MOMEHTY ke
HCCJIEIOBAHO MHOKECTBO CITydaeB KOH(BJIMKTA MEKIY OTOOPOM Ha YPOBHE TEHOB, XPOMO-
COM U KJIETOYHBIX OpPTaHeJiT (TaK Ha3bIBAEMbIX «dTOMCTUYHBIX TEHETUUECKUX eUHUIL ),
KOTOPOMY ITPOTUBOECHCTBYET 0TGOP 0cobeil. BosHukaroIue mpu 5ToOM «reHOMHBIE» , HJIH
«MHTPATEHOMHBIE>, KOH(DINKTHI PA3PENIAIOTCs B 9BOMIONNI BEChMa PA3INIHBIM 00Pa3oM,
[IpUYeM JaJIeKO He BCerja B MoJb3y MHAMBHAYyMa (cM., Hamp., Pomiankowski, 1999).
OueBUZIHON TPUYMHON TAKOW CUTYAIH SIBJSETCA MPOCTOM (haKT: BHYTPUTCHOMHBIN 1
UHIMBUAYAJIbHBIA JapBUHOBCKHIT 0TOOP — mpolecchl opnoro mopszaka (cm.: Williams,
1966), 1 ToaTOMYy UMEIOT OMHAKOBYIO MONITHOCTH 1 9(h(HEKTUBHOCTD.
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The Group Selection Concept from Charles Darwin to Nowadays

V. E. Kipyatkoo
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The idea of group selection was set forward by Charles Darwin (1859) who, in discussing
the problem of the evolution of sterile workers in social insects, has suggested “that selec-
tion could be applied to family in the same way as to individual”. The onset of modern
group selection controversy was initiated by the book by V. Wynne-Edwards (1962) who
explained altruism and population regulation in animals by interdemic natural selection
affecting populations. During the first stage of controversy the interdemic selection was
shown to be a “process of the second order”, i. e. much less powerful in comparison to in-
dividual selection, and thus it can’t to be a cause of altruism evolution. During the second
stage of controversy the models of intrademic selection were developed. The important
finding of the new models was that altruism could evolve be group selection, provided
interactants within groups showed a greater than average genetic similarity. Models of
intrademic and kin selections appeared mathematically equivalent. They represent alter-
native means of analysing the evolution of altruism. The two concepts need not be op-
posed. Recently the group selection controversy was replaced by more practical ideas of
multilevel selection. The two problems are of greater importance: how natural selection
among lower-level biological vehicles creates higher-level vehicles, and how selection at
one level affects selection at lower of higher levels?

Keywords: evolution, altruism, group selection, interdemic selection, intrademic selec-
tion, kin selection, levels-of-selection theory.



