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Q0oF AlBIE WES Sl=: RMAe AP, AT BY LE RASE O o4 1
HAZE AIH FEAlSE 2o UK ek HEHE Obxl RS Hisiste ofME
WM M=l slUEe SHE wntel EolM 8% o|RESoH
ME &0 HEE JIEXAE ToM BT Csts MR M ZX MICE
MAISto] O SHE sHZYC HLHS Wz, HAE EY MUTS HoHssH B
Riol Medof ofsi rSOiMCh o =22 EHYeiel ZHI(1996) Sol Hekstod
esd Ya| ABEE wW¥, 3 AEMel FsE Y ML MIHe 28
DYsis WS AviEch MEE BB Adstsls B Zol 2oeIx Aste
i, olRel EHHol BES st= BRAXe FHAHO wal Leixls watse
Welxtet 0| Atolo] RAA DTz OME & Uch ol2E wHE Ss o
WA oM BErE2|at 7|t s 8 M
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ME
ArE)d dEe] et oy Atk AF8lA dlE(social  behavior) @A ARl
A= (fitness)ERE ofyel 828 APmde JFS 7A= s HIH. P9 &
S AHAYgnE =7 e AA7EZ wel A3 A dlEd= Abg](mutual  benefit),
o] 7] (selfishness), ©]€}(altruism), 2} (spite)dt= Yl WF7F Ach(Hamilton 1964; West et al.
2007). WA BAE A Es ABee FAAE A BAL SAS &asfehr], o5 4 S
et AAE7] Fol ok, oW FAAE AW VAV dEG O B S 3E g dnd 1

= AWE AA wollv. 83 A= A9, & B E= A 75 STHIE

obd AR, AEA AEE WEE FAATE AA dEe g dsEA AADA AFE FHAT)
)8 ] A

AAe] AFES FolnA e wFeAW A & 5 gk, AAAelA AFE A W g B
FEATRA el Agm g o5 bE A o oBd PFe wE: fARE
WA (be00l 3, 714 AFEE lolgta 7). o= oleby WAt BA B AN FE
o] $0] Aol whet thech, W o] o] o] Fi o5& WAl Shi= o7 Tl AATY, o]ehy
A9 APEE 1-ob Gk W oK% oled YAAATE, 1 olgd YA AP
b-c7h frh, o)A AHEH PEL weE fAAe AT, AN B BE A4 FEd oY 1
AR AW fARAR gel 94 @ ol%el AW FAAE 94§ G Ao F, ofw
AAL WA e AHe G £ ANl ohid o)fel A4 Colrh wAAR ofw

MA= o] o] HA e A2l AR 7F Al FHa Yitolga F4E F
AE A dlEe] stk HodE S8E AV AREE AdSsAE Adedcta
1 CH(Hamilton 1964; Grafen 1991).



=)} ; = FAAE AL dE So] HAF, AgkE o] A(dispersal) TOo2
s A AT = AL AAY ARG Alolo {FHA wB37F o] FofXTh. o]ElE QA=
T2 ojgYa, o|FoARE ol7|FYAE F= ofEdr. =, olE4

B ol olebd WAE WEL FARE AU AL AP WA AATANA e
= = %

Ho
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e

HAEZ fUee ‘o] -%A HIE(neighbor-modulated fitness) &b b, ey, o] -%A
ARes &gste] A3 XstE Bete ASWMe olebE FAe FHell o] Al o] ko]
A= 7heAel o mue A el oEsr] uiel A "ol A FFEelA B FolE
Hdslst== Mddoez F33A @k (Levin and Grafen 2019). IEE(1964)> 1 dito =
gt AAHES st ‘2 AP¥E(inclusive fitness) & AAIATEH. & A& PLIA7}
TH o] %59 - o] w FA AR o] Aoz Fd - Hggme] 7 W ave] 7zt A A
NEAE FAN BE U@ o Auth. AAE ANe]l BA Wi A Frb ohe uh
Ayel EH AFEE Ao dlat AAY A AUAY. oBd B AFAs T ATwe
TSt Etrl(e.g., Frank 2013; Grafen 1979; Hamilton 1964; Lehmann et al. 2015; Taylor et

al. 2006).

o] =& A s x& AR AIWE & EYPstele VM-S FEFs] afEd.
el ¥ A9 o] B8 A Y o8y vted A3 =4S Bdozlort(e.g., Abbot et
al. 2011; Birch 2017; Bourke 2011; Nowak et al. 2010; Queller 2016) ol7]X+= tF4] &+
aRG=, A AEY des e er BYststs Al #@alo]l JAIRE gy BEo] Yy
AHAY wdstvta s 2 d@F AFAEdA va E=wo] Hax k. ofEn ‘siEEe]
& (Hamilton’ s rule)” o] 9] &&A <l
A3 el vE DT o5 (e YR
Aol digk FAAQ] E5s 2R AT
A Aeskd veol, A, 531, A dH T EE WA B2 o]Fo AALS
Ay, 2 tedd doly A, 1A AHE Sl 2 MAER olFodx JHALS
Ao Eoh(Fisher 1930). © Hdata FAlg =& o] EdA 3E 4 Slvk(Frank 1998; Otto
and Day 2007; Taylor and Frank 1996; Taylor et al. 2006; Wenseleers, Gardner and Foster 2010).
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AT, AEge For ofFoAH, JiAlE ALt F8A = o 2 5 vk

o] Ax(dispersal) & 7}, S st HE&, @& F3lF= A3 1 5

e ath ek A5l JRAITe xRS FAbske AAIERE =

A =F(Evolutionarily Stable Strategy)¥d =72 Aol A A5 =

Aefo] P AeHt o W A¥LEE ZFolA Aw JiATel HAdE & flojok =

Z ot} (Maynard Smith and Price, 1973). oW He=F x7} 7]£9] X ujAel A =F 4o

APJEE My, xHek b, x7F WA o=m bgsh defd =1L va3 gk

W(x,x*) < W(x* x*). (D

ol Ad: = AHulistels FHAO A ¥E FIHE ot =, x9 A EE xol

gl di/dxE xellA 37EeE ghol 0olal d*W/dxX'E x'ellA 7bek ghel 0xt} Zbojof @} (Parker

and Maynard Smith, 1990):

dw d?w

I et =0, oy - <0 (2)
AESHA Eetd, oW Hdefo] vk MALS Aujetd thE oW Ewo] A o] Al el A
HEE =9 o glojof gtob= ‘XWsk4 kA4 (evolutionary stability)” ¥F ofyz} =i
Melo]  AATS  W3HH gt Aol g WFom  FHdor It
ot A (convergence stability)’ = ZAEd|oF 3t} (Eshel and Motro 1981; Taylor 1989; Otto and Day
2007). =& g4 7] A8 FH RS AL 20 e

Hed dE SolBak. oAk FEAE oW des dole faAAE ewE ThsAde
aefof shi= ARSIA WE offoll thFaL, Aot YA = SR HALE A Fes oE St
gotel A|A AFENA dUuA 2EES W =5 oA AFEo] Fofo Al ARG
7Ptz dyA AFE = Aot dldAls SRl Addde=m wigdva 7pgdyg. =
i & g %Al oM a= HolE W =
Aol mlelgdtta gt Fe pYE & i, 9714 BE B9 AFS vedE Aot
upeba] A gtmo] ARk Adole] £ v AFHES ved 2ok

ALEIAg el KstE dHete X@ A= AIwe] oWA FAEEA AHET] de 23 A3t
AdA ol & Fars] szt AT el oW ARS A gEs vteE AjRE Edwe] fHAvt
ARE W o] FHA7F A8 o= 1 AW FHAE Ad 7Hiﬂ7} AFE LA A,
= BA FE A SRk A aE 4§ Utk 29 1A BRe], o olebH ATt AE o] Fof
A W 4 AATE AFE AYRE b 7 be ARl OME} o] X o RHH Fst7]
ot} o]%o] W o]5S wruk & o|7|FThE W o 1A HAPEE 1-c90S
Aot}

o]-2-x4 AdEe JHAT WelA FAH R FE&AE St W vkl o] &2 FH
o] £ Eo] o] Fe&A 7F AFE AN 27 2SS FIH BT g3 grolt, AL Eol,
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rot

= o] FAAY A W €NERY ¢ v deby o 535717 o' g
2dFES 782 W o FHAT ] A(regression)d AFTE o Er. o] & AT o
F82F W Alolo fAHA ZdE(genetic relatedness)©]t} (Hamilton, 1970). 19 1BE= o]%-
4 AdE=E Tele AARS Uehdt. o] adelAd &AW A e 7Ae ol

=olth. &, Al 2z v A W Aol W oAl dEFe 71Aa .
deke] ool &2 W oA 7R AFRE ' ] oI} Abold FHA Sdx
wotW +rpelth. W dhE ool &k W oA 7R AFPE @ ol A7) AplHpe] FAE
15 wotH —colth. 714 Ajte 7 et o] -%4 A== ltrb-c7F Ak o] Fhel 1Rt

LR-AREE AT el FANGeR AR b e thgd o WYX AR
$8 747 AEAE FAA BF 9@ golth om AR

% s Ax W o
o AR, o
W A
9. A9A W A Avke] o olA 7 AgE
B R P I
AA AR 174 welsd xY

dovle= FAAE A9dtt(rb—c >0).
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oAz A= AIHoew ALl wBA od o 54 FHE @ yE AAs
WA stk el Aol vk, of ALl V=] A gt of vhE whes AAsks
=dde] dEFAAE EARS W, o =AWl WHFHAATE JHAL HAT F A=A
Eeo 2 Xste] WEks gotd 4 vk, BE e AWl dEFAAe IYS weopd
A= AR oue A fE AFDA FEFoRA, ol Ao ArE Fd AfAlLo] ot
FA gelM JdapHor A JHE FAEA oJEHoR 5T 5 Uu. o AdH E2
# 435 &% (optimality model), Al-ol& I ¥ (game-theoretic model), #-& &= (adaptive

dynamics), 23}2 <] A (Evolutionary invasion analysis) 5 1 =<k A|7]5o] & ojg] 23 o
TEOR FH & Eo|th(Parker and Maynard Smith 1990; Diekmann and Law 1996; Otto and Day
2007) .

od A4 s W= Fd g x5 Ad AL dde] olxEE EeMe] Stk o]
gL Ate] A71A A7 (additive genetic value) =2 SF7hH(breeding value)E gehil kAL,
ST7He 807t ALE mAe o= 3 AY fAAEe] ZAFS SAHSER dFste
Mdolgtar Azhsbd vk, AAS AQlF olxEo] AUe FHe] Hdghe] yebar skxp. o1 5AH T

Yoo APEe A FAFRY ol £84 o] $Ee] FiEA TAYE 9o gomw

W=WwW(y). (4
oA7IM A= Wt goll wEl olB A Wstel=A AuEzr. e webd, g
AA7E g5 e FAAE AW AAET EAEE AT WelA gtderte 9kE o
© =dWe] FAARE A o= EAHI A AT A¥ETE A S
el

20l ofe)oh et
dW 6W dx ow dy
dg ox dg oy dg’

ol AT mEo]l A4tk Sxe oW T 2z =/ (x, ol Wl x =g(1), y=a(H)olH z+=
oS o] mEgS F4str] vhekt:
dz _ 0zdx  0zdy (6)
dt  dxdt ' oydt’
A (B)NA dv/dee (BA AR2S A9 ) T%X} olxEe] ndEY b 5EAS PR
FE7F g0l met dEtA = Weksolt. &, 84k o 23S 54T PR FHAFA

AR Agolnz SAR A} (FAR S xﬂﬂfﬂ) FEAF o] XE Atolo] HHAH FAA
TAE 2 A = Ak A9fA AN HILE FA(residual) ok FEIFE] FolBRE dy/de
lojth. §37F gofl w2 HYPmo] Weks dfjdeEs ¥ ARE &3 AN YEdd F

ofefet At

AW, = +a—Wr (7)
28 oW oxe BIATL JEpiE 82 zﬂk o 549 AR AgEd ARE B0 5 parginal
effect)olal, Jl dy &= AR FH o] & 45}14%L P4 gk w7 588 AR AjEd
A= A @i}, olehH 33%9] 45, Il ox= ot d-so] AR A A 7 A = §HA

H] g (marginal cost)Ql -gelal A/ dy & ©le}d o] FW o] oA Fi A o]5(marginal
benefit) bolth. mEkA oletd dFo X & A% a3 AW thed 2o

AW, = —Cp + b1 (8)
= AUE ] = (Hamilton” s rule)®] 7 ¥ & (marginal version)o]th(Frank, 1998). ©]E}4]
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S22 TxzE HAHZ
A 7kKe] 7i g

AR B FA4E AW AAS] AAAA WA 4FEE AE 9 A Age] AEdch. e,
SRS

MAEL AAle] AYal e FHdAF 9dx vo], ¥, 53, AAH, 98 & & a<ld 93|
HA Ayert AAdez debd = 9k, olxd Z+zte] AV uE s (class)oll &3
A= AL LS AL A PFo HFle] & A8ES 7] tH(Fisher 1930; Frank, 1998; Grafen 2006;

Taylor 1990; Taylor and Frank 1996; Rodrigues and Gardner 2022). oJn|xj7} o] Zfo]7} Y=
A7) @ ool ol wiists 43S Ads wA. 2 Hold AZE AF WA A4 F9
tol= A71e A™e wmA mdelr] do #dW Fo=z AgE 4 Qlth. HbHe yol= A7 =

AGAA Aol dobd ofmAl el 4L Wem g 14 oulAle] el E o AR eleh
HolE AZ7E | of@l Azt ojulde FAAE W oudd § @ A9d £ U= Uil

rr

Hh(Jeon 2008). &.74d), vol, ¥, 9& FolA A= b T3 Fote MAES 18T o
gl A He JRATe  §HAE VIdske AE, = M (Fisher 1930)7F ¥
7}X] (reproductive value)’ @i W3t 71E=XE F3Fo]of s},

A% AzbstdA WA A E 23] sidde] #3S FAIE I e el s 9 A

2

A
&l

a9

rbv, > cv,. (11)

A7 veae 9 AH(actor) ARAe]l WA TFA] L p2 F&AH(recipient) o] WA 7HA], o=

AT Ashs ARE el WG, s FEA ol%el Wi ARm Aol o%, re AR}

&4 Alolel §14 TAmoth. BE Aold AmE Hojs wpe 29 434 99 geA

oletd dFoll mE= FA HE () A o5 (h) Atoldl= cva= rhvel BHE Aoltk. A7t
HA s AR AA7?

a%A €.

ofrt

2 (1D 3. Fs4o s&e= Wese A7l FIeA %47
s Ak A7le] WA ThR= A7)

AET 74, a=al of HolA AF= oA (fecundity)oll &8 2
oAu 2Ry FTFWe ®o]l Y A7e AE ThsAdol TG, ol A7 A= e
7k, obd™ Aj71e] WA ZEA(v)E EQD AL AA AANA ALE A sl
ZYste ade gFAol7l Wil odzAzE At F8ake] A e 7137 giFeln
AT 7A 7 FeAL FEAe] WA TEA el 7R FEFRIA] ’Q#‘ﬂoiﬂ 7hed 7] ol Yok (Frank
1998). WA 7EA7F ARSI st 71X S X AR ASHoR BAse UHE

2 w7,

1%

S H4 JIXS D BT MYPE MY

WA kAo ojuE vEA EASW, W Fed ANTAM oW fd4 shtE Tagdos
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O SART FAS SolrwA 27 ZAAlo] A A TAE olw T L=
3 AN J ekl Eo] A #HEE seAolth(Fisher 1930). Aol wE
= Fof B, @A JiATte] Au7E dAHo R % Jor T|EojHrta 7 SHRE. ©

= Aol £33 JAIES EF Al £33 AAAES R v ALl AES ¥ el gt
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o JTOV o
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s
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ox E ox oft N
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s
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glN
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ta

b AR AR AAsE M golth, ojd Siel WA A o= W mYe] Al
FAR shed @A AATAN B &
Eolth(y g =1). WA 5F ol &ahe 77kl A} AUE WA ARE g

i

facs

Wi
[
2

ol

rr
=

}

v, =, (12)

S W2 7} (class reproductive value) ¢;2F 7R 2] 7} (individual reproductive value)
=z e ZQ7F Qvk(Taylor and Frank 1996; Frank 1998). oA, FH & w=a| o] x| vt
AAL wFAD @5ul5A (haplodiploidy) MATS Az ®A. W wje] ATl A

2 B o= fFdAs AAE FEAS W A7 RS @A AALS] FAe Fol
A% gEo] 20 o Foh. webA Sl sRAlel A bzl WA 7HA|
2 7FA eaz 1/30]1tH(Price 1970). WHHO| o] Gel wep xSk
& = 5A4% gAATE 4] gE vl Fael &k oY F&AA 71
Ao auE ddo] mxof stmE FM(1930)7F AL A WA 77 718804 E8H).
ojuf A&Al o]E(life history theory)olA 7f&E A B9 B¥HS Hop sF7]d =297}
B8 2 tH(Taylor 1990, 1996; Taylor and Frank, 1996; Frank, 1998; Rodrigues and Gardner 2022).
o] FdAe AR F& F7), AAAClxT JHA F& FAA T2 A,

(AT JRA F BYA JHAD SO SEel wet FxstE Fgold Sw WA ThA

N

¢

2

qAME GolA AdE EF AFE Aol e Hgat,

24 71E AAT A FAHo A48 PRI Fu
[e]
=)

[e)
o
S84 olgEdA W ARE ENE ANRA. o]£EL Az de Swd T 4+ 9

3

>,
N
)

| o2 %% Aot BAHA AATe

= =
YEt 54F AR BAY Ay ol £84 oS5 wAY ol
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SR (1967)2 ¢ oW JfAlTol A= g Aol A9 Agu|7p FEEEA] gFdn. oE 59,
)55 (Masonia Vitripennis) 92 w3tgle] ¥d7ld ¢E5& ¥ buysd, o of A2

o
g7} olEn Be u gl Wi Al . @ AT ol FBE T (patch)Fo] ol

AL, FF B Anprt o= & el ofg AAS i AT 7R E A, o 7|A = g " 77
= g o] "k, o] W g o= g Anpwk AAS ¢S ¢ e Fo] oy oy dnprt
242 247 AR Es WAl ZE F drk. 3 el A A Eo] g teedls Haml Abolel =
AA7I7F &3] o]FoXnt. FREL W¢AE T wAAR] AAS . Ade FEEA
HAE7E ALdE T AAAE e ABUIE olFol o], FAES EF Fa 4l
A2 FHo R mup kA oA] A7 7F AR o= EAT g9 drke 9 el ol
TS w3 HER golop 7Y oriM= ZRHA(1998)7F EE e AdE =S AAS
EvElaes

548 P4 dvprb @2 A4 Tk obEo] AAske HIES pEkal Skxp. wo] ARA|Sh=
HE2 &8 1yelth. ofd 543 79 <telA e BE A4 7hedl 7o AAGE HlES
zolth. =8 79 WollA e BEE AAE 7ked gFle] AAskE BlEe 1-zolth. EF @ s
Uetll= 543 3992 dvte] Astes Aol AgHlERE ojyEt e e dE ¥e uE
A=) Auled SeiMm FEFES etk AR olsEd BES T3 WA Ae=Y delnm
A (13)& S&gt

Wu,2) = caWn(,2) + W (y,2). (15)
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N
N
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W= y(5)= 2a-2
(16)
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T FA st A A wie-AES He Aol Al ¥ oksd Fae o

gttt 25 Alolol= WAy AdS EE AAol gl rHARenw, ws Tl d=
|

Ak dvkel A faz obefol 2ol & Ak

T2 (15), (16), (17 A=A A= o] F4d gk yol WE WaEs 3
aw _ W dy | OWm dz_ Wy dy | Wy dz
dgr Cm( dy dgm + 9z dg,’n) ‘ <6y dgf + 9z dgf> (18)

>

A9 HolM dyfde 'S SAT AAA Arksk obF Aol FAH TAE L2 GAT 5 9,
dvlde e EAR ANA Avist @ Aol #4074 2AR 2 UAZ S Avh EW dfdn 'S
548 G912 Qrbsk of ool ol BE ol $RE(RY] ohEE EW) hed FAsIHoR
al
[e]

W g el Uik §14 AR Rolv. vRWIAR d7/des e o= 5%
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Title: Modelling social evolution: Inclusive fitness approach

Abstract: For a gene coding for a social behavior, the number of offspring over lifetime is no
longer under the exclusive control of an individual carrying the gene. What variable are
organisms selected to maximize? William Hamilton (1964) solved the vexing problem by proposing
a new formulation, inclusive fitness. It takes a random individual in the population and adds
up the effects of its behavior on the fitness of all recipients. Hamilton concluded that an
organism 1s selected to maximize its inclusive fitness. I hereby describe Taylor and Frank
(1996)" s inclusive fitness approach, a quantitative method to model social evolution. The
method begins with a function that express fitness. When the function is maximized with respect
to small changes in the effect of breeding value, the derivative of actor genotype on recipient
phenotype is identified as the genetic relatedness between the actor and the recipient.
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