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@ CnoXXHOCTb NpocTenLLNX

U. Ilpuzostcun, U. Cmenzepc «llopsadok uz xaoca)

...HEBOJILHO BCIIOMHHAIOTCS CJoBa BhImaromierocs: Hatypanucta XIX B. XKan Jlym Araccuca: «DKCTpaBaraHTHOCTh HACTOJIBKO TITyOOKO
OTpa)kaeT CaMyl0 BO3MOXKHOCTh CYIIIECTBOBaHMS, UTO BPSAJI JIM HalIeTCsl Kakas-HUOyIb KOHIIENUs, KoTopyto [Ipupona He peanuzoBana Obl
KaK CIIMIIKOM 3KCTPAOPAUHAPHYIOM.

MpbI HE MOXEM yAepKaThCsl OT UCKYIICHUS MPUBECTH MpUMEp, 3auMCcTBOBaHHBIM y Muntona JlaBa (Love, 1980). Tpemaron (mmockmii
4YepBb), MAPA3UTUPYIOUINIl B TMEYEHH OBI[bI, MPOXOAUT MYyTh OT MYypaBbsl IO OBIIbI, IJI€ HAKOHEI MPOUCXOAUT CaMOBOCIPOM3BEICHUE.
BeposTHOCTH TOro, 4TO OBI@ MPOIIOTHUT MHPHUIMPOBAHHOIO MYpaBbs, cama MO ce0e O4YeHb Maja, HO IMOBEIEHHWE TaKOrO0 MYypaBbs
W3MEHAETCS CaMbIM YIUBUTEIBHBIM 00pa30M, U BEPOSTHOCTD, MO-TMPEKHEMY OCTaBasiCh MaJIol, CTAHOBUTCS MaKCUMaIbHONU. MOXKHO C 1OJI-
HbIM OCHOBAHHMEM CKa3aTb, YTO TPEMATO]l «3aBJIaJIEBAET» TEJIOM CBOEro Xo3siuHa. OH MPOHHUKAET B MO3I MYpaBbsl M BBIHYXJAET CBOIO
Jicepmaey BECTH ce0s CaMOyOMICTBEHHBIM 00pa3oM: MOpaboIeHHBI MypaBei BMECTO TOTO, YTOOBI OCTaBaThCs HA 3eMJie, B3OUpaETCs 1Mo
cTeONI0 pacTeHHUs U, 3aMEpPeB Ha CaMOM KOHYHUKE JIMCTA, MOKUAAET OBIy. DTO — IMOHUCTUHE «OCTPOYMHOE)» pELIEHUE MPOOIEeMbI s
napasurta. OcTaercs 3arajgkou, Kak OHO ObLIO 0TOOpaHO

P. /lokun3z «Pacuiupennwiii henomuny

JByyctka Dicrocoelium dendriticum («MO3TOBOM Y€pBb)») YaCTO YIIOMHUHAETCS B KaYECTBE €III€ OJHOTO 3JIETaHTHOTO MpUMEpa TOTO, Kak
Mapa3uT MOXKET MAHHUITYJIMPOBATH MTPOMEKYTOUHBIM XO3STMHOM, YTOOBI MMOBBICUTH CBOM IIAHCHI MOMAcTh B okoH4arenasHoro (Wickler, 1976;
Love, 1980). OxoHYaTenbHBIN XO3SMH — 3TO B JAHHOM CJIy4yae KONBITHOE, HAPUMEp OBIA, a MPOMEXKYTOUHBIE XO3si€Ba — CHayaja
VIIUTKA, 3aTeM MypaBeil. HopManbHBIN XKM3HEHHBIN UK Mapasuta TpelyeT, yToObl MypaBeil ObLI CiiydallHO chelneH oBou. [lo Bcel
BUIUMOCTH, I€pKapusi JABYYCTKM JOCTUraeT »dTOr0 CHOCOOOM, aHaJOTHYHBIM TOMY, Kak JEWCTBYeT YINOMHHABIIUNCS
BbIe Leucochloridium. IIpoHukas B MOAINIOTOYHBIN TAHIIMNA, 3TOT Y€PBb, METKO HA3BaHHBIH MO3TOBBIM, U3MEHSET MOBEIECHUE MYpPaBbs.
OOBIYHO, KOT/Ia CTAHOBUTCS XOJIOHO, HE3apsHKEHHBIM MypaBel BO3BpalllaeTcsl B CBOE THE3/0, HO MH(GUIIMPOBAaHHBIE MypaBbU 3a0UparoTCs
BMECTO 3TOTO Ha CaMble BEPXYyIIKH TPAaBUHOK, CTUCKMBAIOT UX CBOMMHM YEJIOCTSAMHU M MEPECTAIOT JBUTAThCA, KaK Obl 3achinas. 371eCh OHU
MO/IBEPTaloT ce0sl PUCKY OBITh ChEACHHBIMH OKOHUATEIHHBIM X035 MHOM YEpBs. 3apakeHHBI MypaBei, MOI00HO 37I0pOBOMY, 00s3aTeILHO
CITyCKaeTCsl ¢ TPaBSHOTO CTEOJsl, 9YTOOBI HE TMOTHOHYTH OT MOJMYACHHOW Xapbl (3TO OBUIO OBI MJIOXO W I Mapa3uTa), HO C MPUXOIOM
BEUEPHEH MPOXJIa bl BHOBH MojBemuBaeT ceds Haa 3emiieit (Love, 1980). Yukiep numiet, 4To npu 3apakeHUH B MypaBbs TOIMA1aeT OKOJIO
MATUACCATH LIEpKapul, JIUIIb OHA U3 KOTOPBIX MPOHUKAET K HEMY B MO3T, orubast mpu 3toM: «OHa MPUHOCUT ce0sl B KEePTBY paju Oiara
npyrux nepkapuit» (Wickler, 1976). B cBsa3u ¢ 3tuM Yukiep OXHAaeMO NMPEAPEKaeT, 4TO TPyIIa MepKapuil BHYTPH OJHOTO MYPaBbs
JOJKHA 0Ka3aThCsl OIMAMOPHOHATBHBIM KJIOHOM.
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siBneHva B npupoae, KotTopbieé Mbl C 3TUYHECKUX

NO3nLIMU OTHOCUM K df1IbTPYNCTUHHOMY noBeaeHUIo

(fopbaHb, Xneborpoc, 1988)

» «KaxyLwmnmca» anstpynsm
= CeMeNCTBEHHBbIN OTOOP

*‘pynnoBou oToop

* [lpamas koonepauns PeunnpoKkHbIN ansTpynsm

* Henpamaga koonepauus. « TeHb dyayLieroy.




‘;9 pynnosou oTbop vs. poacTBeHHbIN 0TOOP

T — CemeiCTBeHHbI 0T6OD:
4 [NMpaBuio lAamunbTOHA:
r-B>C
r — «poncteeHHocTb» € [0; 1]
B — nonesHoCTb ANA nony4vaTend
C — ywepb ans anbTpymncta

AnmrnongHble ranmogunioungHblie
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How standard natural selection 1 y
explains the evolution of eusociality
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78%) 9BONIOLMOHHO-CTabnnbHbIE CTPpaTErUNn
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JCC - Takaqa crparteruda, Kkotopasa dbyayym npuHAaTa
OOSIbLUMHCTBOM YNEHOB OaHHOW nonynsauuu, He
MOXET ObITb npes3onaeHa HMKaKOW
aslbmepHamueHoU cTpaTermen.

icxooa u3 Teopum urpbl C HEHYNIEBOM CYMMOW, Bbl He [OOJTKHbI
CpaBHMBaTb CBOW BbIUMPLIW C BbIUMPbILLEM NapTHepa, Bam creayer
3a00TUTBCA TOSMIBKO O TOM, HACKOSIbKO XOPOLUO Bbl CrpaBfiiETECH, MO
CpPaBHEHUIO C TEM, HACKOMbKO XOPOLLO KTO-TO APYrov MOXET AenaTb 3TO

Ha BalleM MecTe
(Matsuda & Harada, 1990).

ACC pormkHa ObiTb adoekTUBHA NPOTMB NOOON Apyron cTpaTernu, B TOM

4yucrie N NPoTUB KONMmMn camon cebs
(P. LJoKUH3)




@U’D Teopusa urp. MapaaoKc 3aKNOYEHHOro

P>C ...BCTpeYyaeT npocTaka ...BCTpeYyaeT nnyTa
«lMpocTak»... OmHocumeribHoO 8b1200HO OueHb He8bI20OOHO
«MnyT»... OyeHb 8bI200HO OmHocumeribHO Heg8bI200OHO

JCC — yucrana crparerusa «lnyt» !
1vs. X - «[Mapasntuam»
X vs. X - «CoTpyaHn4yectBo»

Mvs. M- «UnuHnam»
X vs. N1 - «XXepTBEHHOCTbY»
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£ Urpa B «obliectBeHHOe 6naro»

N HAMBMAYYMOB BbiOMPAOT, KaKkyto A0at0 cobCcTBEHHOro 60oraTcTBa BAOXKUTb B 00OLWIMN DaHK.
CpeacTtBa, BNOMKEHHble B 06WMIM BaHK, YMHOXKaAtOTCA Ha KoaddpuumeHT goxoaa k (1<k<N) u
nonydyeHHaa npubbinb NMOPOBHY paspensetca mexay yd4aCcTHUKaAMMU. KaxKablM UIFPOK TaKKe
COXpPaHAET HEBNOXKEHHble AeHbry. KakoBa ONTUMasibHaA CTPaTerna KaxKaoro y4acTHUKa’?

Obuwas [0Xo0., KOZI/IEKTUBA
MAKCUMMU3UPYETCA, KOraa  KaxKAabln
BHOCUT BCE CBOW CpeacTBa B obwum
nyn. OgHako paBHoBecue no Hawy B
3TOW Urpe - Hy/IEBOM BK/1aj, KaxKAoro;
ana nboro pauMoHanbHOro areHTa
Jlydlle BCEro HMYero He BHOCUTD,
HEe3aBUCMMO OT TOro, CKOJIbKO BHOCAT
ero napTHepbl .
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CumbuoTnyeckana asotpuKcaums.
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@ Mopaenb B Buae anpdepeHumnanbHOU Urpbil

Accumunauma. Poct: [y :fo((l_uo)c ulN)
Y o <
C=0,X,, N=0JX, X fl(“o (1 ul)N)

MeTtabonusm:

Llenb BbIbOpa U,, U, — MaKCMMM3aLMA YCTAHOBMBLLErroca TeMna
yAenbHOro pocTa r

MOHOTIMMUTUPOBaHUNE!
f; (X, Y) = min(al.X,bl.Y) r= min(aoa0 (1-u,),b0,(1 —ul),\/azlboaoo]uou1 )

PaBHOCTOPOHHAA runepbona:
XY
fi(X,Y)=aq, P r*(1=uy ) (1-u,) =u0u1(a000 (l—uo)—r)(azla1 (l—ul)—r)
dyHKuua Kobb6a-Ayrnaca (Uchinomiya & Iwasa, 2014):

]Fi (X, Y) — Cl-XaYl_a rl/a+1/,b’ — Col/a 1/,6’0_O Gll/ﬂuo (1 —u, )(l—a)/a u (1 —u )(l_ﬂ)/ﬂ
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@ Mopaenb «OaHO pacTeHne — HECKOJIbKO KJIOHOB puU3obumn»
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S 3agaua 0 «coumanbHbIX amebax»

If variation in sizes among clones is sufficiently large, smaller clones produce no
spores. Otherwise, all clones produce both spores and stalk cells. In the latter case,
we can show the following general properties of ESSR:

(a) The evolutionarily stable overall differentiation ratio in a fruiting body, n*/N,

depends only on the number of aggregating clones, m, and the fruiting body size, N.

(b) For fixed fruiting body size, N, the total number of stalk cells, n*, decreases

as the number of co-aggregating clones, m, increases, ifln f(n) is a concave function.

(c) For fixed N, the overall fitness of the fruiting body, (N-n*).f(n*, N),
decreases as m increases, if Inf(n) is concave.

Matsuda, Harada, 1990
Equalization of Net Income
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~) CoumanbHble amebbl. IKOHOMMYECKUIN aHanor

Llikanbl Ha102006/10)KeHUS:

 [1nockas

* [1porpeccuBHas
 [logyLHbIN Hanor
 PaBHbI oOX0O

Kputuka nHtepnpertauum pesynbrara C
NO3nLUA «KBOEHHOr0 KOMMYHU3MA»:

1. Bonblwas 3anHTepPecoBaHHOCTb «boraToro»
K/IOHa B pasBUTUM MHPPACTPYKTYpPbI
(«MHBECTULMOHHOWM cpeabl»)

(Ni =) - f(N+4)

2. Koppenauua Be/IMYMHbI «Heobnaraemoro
A0X04a» C INYHbIM HOraTCTBOM NMPU HANNYUK
MMYLLLECTBEHHOIO HEPABEHCTBA
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@ CouunanbHble amebbl. Mogenb neperosopos 1
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m Rtot(m)
1 0.3849
2 0.2530
3 0.1870
4 0.1481
5 0.1226
6 0.1045
7 0.0911
8 0.0807
9 0.0724
10 0.0657
11 0.0601
12 0.0554
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CoumnanbHble amebbl. Mogenb neperosopos 2

MaTpuua BbiMrpblwen Ans KnoHa 1

N,=N,=3;K=1.5; Ny:= 1.0
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@ CoumnanbHble amebbl. Mogenb CUrHanbHOMK perynsaumm

Uchinomiya K & Iwasa Y., Evolution of stalk/spore ratio in a social amoeba: Cell-to-cell
interaction via a signaling chemical shaped by cheating risk, 2013, Journal of Theoretical
Biology, (336) 110-118.
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BbIPabOTKM CUrHA/IbHOTO CeKpeTa a
W YyBCTBUTENIbHOCTU K Hemy f,nop,
npeccom ecTtecTBeHHOro otbopa.
MoKasaHo, 4YTO ANs coobliects C
HECKONbKUMMU WITaMmMaMu
MHTEHCUBHOCTb BbIPaboTKM
CUTHANbHOTO CeKpeTa BO3pacTaerT,
a  YYBCTBUTENIbHOCTb K  Hemy
nafaeT, Yto npeacrasnadetr cobow
3aLMUTHYIO ajanTaumio K
«MOLUEHHUYECKMM» CTpaTErnam

17




=
@ CoumnanbHbie amebbl. Mogenb co cMeHO NOKONEeHUM

CMeHa NOKONeHUM:
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CouunanbHblie amebbl. Moaenb co CMeHOU NOKONEHUM

OcHOBHbI€e pe3ynbraThbl:

» B npouecce KO3BOMWOUUM YUCAEHHOCTb Pa3/IMYHbIX LWTAMMOB, COCTaBASIOLWMX NONYAALUMIO,

>

>

BblpaBHMBaeTcA (BanaHUe adpPeKkTa «NPoApPa3BEPCTKUY)
JanbHenwee passutue

reTeoporeHHOM nonynAuMM MOKET NPUBOAUTL K  BbIPOMKAEHUIO
(«Tpareana OOWMH») WAM  OOCTUNKEHMUIO CTAaLMOHAPHOM YUCNEHHOCTM B 3aBMCMMOCTM OT
napameTpoB MOAENM U Ha4ya/IbHOIO pacnpeneneHma YNCeHHOCTEN K/IOHOB
YCTOMYMBOCTb MONyNAUMM NafaeT C yBe/IMYEeHMEM YMCNa OAHOBPEMEHHO MNPMUCYTCTBYIOLWIMUX B
coobuiecTse WTAaMMOB Pa3/IMYHOro reHoTUNa
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[ANCKPETHbIN cny4au
(Hofbauer & Sigmund, 1998):

HenpepblIBHbIN cay4vai:
O (x,t)
% X, =X, -(@.(X)—(D)
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@ CouunanbHble amébbl. PenanMKaToOpHOE ypaBHeHue

[na cnyyasa napHbIX B3anmoaenctemim (N=2) :
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£ CoumanbHble amEbbl. AreHTHaA moaenb
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@ Uaeun n nepcneKkTusbl

AHanuTMyeckoe nccnegoBaHue BamsHue snaa GyHKUMU NPUCNOCcOBNEeHHOCTU Ha
noAaBaeHMe «Tparegmm obwmH». [pUYMHA YMEHbLUEHUA CYMMApPHOro BKAaAa
npM YBENNYEHUM KONMYECcTBAa OAMHAKOBbLIX MO  MOLLHOCTU KJNOHOB —
HEe3anHTEePeCcoBaHHOCTb «bOefHbIX» KJIOHOB B PasBUTUU UHPPACTPYKTYPHDI.
BO3MOXHO, Ha/iMumMe ToOYKM nepernba cnacaeTt oT «Tpareammn obLLUHY.

[locTaHOBKAa 33a/1a4yM C OpMEeHTauuerm He Ha yBennmyeHme cobCcTBEHHOM
MFHOBEHHOW npucrnocobneHHocTn. Beab € 3BONOLMOHHOM TOYKM 3PEHUs Haao
bopoTbCA He 3a YUCNEHHOCTb, a 3a 4acTtoTy. WM Torpa, BO3MOMKHO, KOPMWTb
napa3uToB HeBbIroaHO. CTpaTerna BpEMeHHOro « aemnuHra».

Mepexod K PacCMOTPEHUID MNONyAsUMU K/IOHOB, FETEPOreHHbIX HEe TO/IbKO MO
YNCNIEHHOCTU U/UN 3TOUCTUYHOCTU HO M MO BUAY PYHKLMN NPUCNOCOBIEHHOCTH.

[MocTpoeHne 6onee coaeprkaTeNlbHOM U MEHee «HArpPy*KeHHOM» MoAenu
CUTHA/IbHOM perynaumm u «aHTUYUTEepCTBa» ANA CUMOUOTMYECKOM KONOHUMU
OAHOK/NEeTOYHbIX OPraHU3MOB.

CpaBHEHME YMO3PUTE/NbHbLIX TEOPETUYECKMX TMOCTPOEHUN C PaAKTUYECKUMU
3KCNEPUMEHTANIbHbIMW AAHHbIMM.
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@ ITUKA NPOCTEeULLUX

Matsuda & Harada, 1990

Wickler (1976) predicted that the cercariae in
an ant will be found to be a polyembryonic
clone. By reasoning similar to ours, however,
the group may not necessarily be formed by a
single clone for self-sacrifice to evolve. Self-
sacrifice is advantageous, even when a group is
formed of multiple clones, if transmitted
cercariae include relatives of the self-sacrificing
individual.

Matsuda & Harada, 1990

For organisms in which individuality is ambiguous
such as plants and cellular slime molds, the
individual selection theory can be partly applied. In
such organisms, an organism does not optimize its
overall fitness, rather clones composing it maximize
their fitness in a non-co-operative game. The
theoretical study presented in this paper may give
an explanation of "altruistic" behavior of
"individuals".

G.Shaulsky, R.H. Kessin. The Cold War of the Social Amoebae. Current Biology, (17) 2007

Social amoebae display many of the behaviors that have inspired the works of William Donald
Hamilton, Richard Dawkins, John Maynard Smith and others. The amoebae of D. discoideum and
related species exhibit altruism and cheating and can discriminate between self and kin. Unlike many
other interesting social organisms, amoebae are easy to collect in the wild and are amenable to
laboratory experimentation. With the power of genetics and genomics, the molecular basis of social
behavior is now being examined. Although the molecular details of social processes are not likely to be
common in all multicellular organisms, the principles are likely to be very similar. We expect the
following decade to yield many interesting discoveries on the molecular basis of sociality.







