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Abstract

Abstract

There is an ongoing debate over inclusive fitness theory as an important theory of
social evolution in recent years. The issues under controversy includes the explanatory
value of Hamilton’s rule as core content of inclusive fitness theory and the relationship
among inclusive fitness theory, kin selection, and the evolution of eusociality. This paper
is a conceptual study of the inclusive fitness controversy. Concerning the issues within
inclusive fitness theory, | will argue that the proponents’ consensus that the general form
of Hamilton’s rule can serve as the organizing framework of social evolution research is
problematic, and | will propose a new way to understand the explanatory value of
different general forms of Hamilton’s rule. Concerning the relationship among inclusive
fitness theory, kin selection, and the evolution of eusociality, | will differentiate different
concepts of relatedness and different concepts of causation to locate the focus of the
controversy on the causal role of pedigree relatedness. | will point out that critics care
more about net effect of relatedness while proponents care more about component effect.
Concerning the relationship between inclusive fitness theory and agential thinking, I will
clarify some confusion on different types of agential thinking in Okasha’s treatment of
the issue and argue that there is no tight connection between inclusive fitness
maximization and agential thinking.

Keywords: inclusive fitness; Hamilton’s rule; kKin selection; eusociality; agential
thinking
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1A8/RK X (Charles Darwin, 1859) Kt fb il B AR ERR MR T AN N4 &
R BT — AR A UL, HAREIE S Im i I8 L B 5 & & B2 H AT g%
TR, HX SR RE R AE AL P IR B T ok (B, B AR S b ks A7 A2 1 ) b 3
NAERH ER e s i 2B 2 WA, BIRhAT A ER R &1 34T A3 A 2
MR HOE S R, ARt 3= AR g ik . U3 /R ¥ (William D. Hamilton,
1936-2000) i@ 5] N GEAE (inclusive fitness) ik 17X — A3, BifgH BT
FUBAT AR 2 FH TN E P LR ARG KR, WATAT D352 38 MR AT o3k
E )R 2 50 o AR AT B BOOR] 2, @B AMAdAT AT REEAT N B R E))T L
&AM AEN Ni&E & B (personal fitness ) ), MTIZEFEAL H &5 4 5 (Hamilton, 1964) .
J7SGES RS (inclusive fitness theory) $&H GRS 1T Z IR SN A, FHr7
T RKEFFFEER.
SR, | & A FEBAR ME AL = R — B2 i, A GRMER 4
B I 3 R 22 ) = A2 A= W2 5K i BL e, (Mlartin A. Nowak) « ¥4 /K J& 2% (Corina E. Tarnita)
FE /R (Edward O. Wilson, 1929-2021) 2010 £ &R/ (HAR) (Nature) <&
ISCE, OO0 SXOEAEBR T T 2, IR IALSR 3 IRk Fedt g2
ST OSGE S S K 4 B/ (Nowak, Tarnita et al., 2010). %35 7 —4H N
SOE A FERR AP RN SCEAE (ERD) FoE Bk, K —RXEAZIE 137 A
Bk4 (Abbot et al., 2011), AT HIXIIRERGZMZIRIL . I LB A NAE LN
(Andy Gardner). FHHF (Stuart A. West) F17H 2 K& K22 /R 18 (Geoff Wild)
EESER T A—RAREBER N EAEHE R AP 1 (Gardner, West &
Wild, 2011). X7 # 2 B bR 44 5, Xt TR S B 1 X007 73 B2 IR 2o IF
ST Ja R FF 82 R R0 S0 — 8 A A BB st (WEFEEE T 30Ed
FEF8 (Allen et al., 2013; Liao et al., 2015; Nowak & Allen, 2015; Allen & Nowak,
2016; Marshall, 2016; Queller, 2016; Nowak, McAvoy et al., 2017). WX 3718 ERFR

@© WIS AE NI — BB AT N RR O E SRR b i . A I RO B A I BAR R RS L 2 . A
I RAR I REA B Jy 2 BE i, AT A, E TR TN AR KBUR 2 . AN EIE DRSS 48— BORRIE . 244R,
N T W, BREA SRR B AR IE R (DB R . AR AR e B . HEACBD ) S B S
PR 5 76 5 FU 70 55 ALE 2010 (8 SC ARG (Nowak, Tarnita et al., 2010) J-7E4H 9% TAE Fh gt rix — ik
H, MAZHEZHE R B R OUHRAEE FL3E S LA AR DS A2 IR HD A E RN .
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R CEEFEHW 2 G0, P HFONTEF IR G LS8 A B W s i 7 &
FLoTmk, RN AR BT )2 Bt T — € 1155 /) (Birch, 2014b; Birch &
Okasha, 2015; Birch, 2017a; 2017b ; Rubin, 2018), {HIX3% i ST 18 AT 2445 17
o AFORBSLE T U BB 5, N UEG IS 2 F R F I, T IIRAF
BN SOE A FEIEIR 2 G = A2 1 0] 33 LA B ER,  FF R 5] H AR SR 2
Ab B PR = AN A7 1 BRI T i) R

WHBUR AT =i . B S5REITERBIE A (Jonathan Birch) i
B R 22 KB FR B K ¥) (Samir Okasha) (Birch & Okasha, 2015) B &F%}T
SOEAEES 2 A = ATFROA R (1) ey st — By o R S @ H i 18] )3 &
AT R AL ? () AR IRy ds R SOE & FE LS AE 2 R I TE
WHTH?  (3) 2R%EH (kin selection) 12 JZRIEHEE (multilevel selection) fEAfH
25N RSN AT XA 7 REEH R R A AR 2 B a o (A
F. G. Bourke, 2019) — i@ HUE H8 SCR R RN 32 ZE R RGN L RO A (D) 7 X
EEEHWMZ E AR ((E—MsEaiie) B ERSFENm, Himer2
MR By (2) 7 GEEFEEWAHAs) /1% (EA—MESEIR) 1)
KERBE B 1R R B RS H XN H T 2508 70 (3) Ml 7
(Price equation) T t [ — M DUE SRR Byt 2= EAL SR (2 VR B S HE Y (4)
T ALY JIR U VU] 66 405 SR AR A R IO 3 K T ) S 5K ) P B, R4S SOE A
MR RO AER A R T A .

AL AR BRI ER — A 10 2 PUR RIURR I, AR ) & — FRODLRS SR BRI I () 2 12
Ao M BUEA T RS BER (3D ATEHTU AR (3D [ 32K IR PRt
seff#r (Birch, 2017b) LA, (HAG UEHE 2 B DU A AR I RIS — il R
RN A8 ) 72 B T — Se BB T, el 2 B R B A4 4 ) i ok ) 5 i
(Tartina & Taylor, 2014; van Veelen etal., 2017). i, InfEgh%E N (Gardner, West
& Wild, 2011) HESCHARME 1 35 B SCRFDCE /RN 1) SR 225 . A& B
RVRHAE (1D WATE AR R Z S — S 7710, SR E RS 1R
Jak B R MEMMERAUNE RS T IE RIS TE (Okasha & Martens, 2016). N

O FEEEBXIFERIN “T GEEE 24 (the inclusive fitness controversy) 7 (see Birch, 2017a) .
ZRRABEN “EAET AR T SGESE I 24 (the inclusive fitness theory controversy) 7, 27y iR
252 e IR B B DU RN« SR RESRGIERE. | X UEAE R m A SEE 2 I M) &6
FERLRRAR, TR SUEEEMESA S .

@ PUEIRGHN (Hamilton’s rule) W4 AR, AFE—HIE /REE (Hamilton’s rule-general) |
PROCE /RN (Hamilton’s rule-special ) FIUT LI & /RN (Hamilton’s rule-approximate) . 2 ILEg 2.2
Rk P SARS
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W, A A R X YU SR WA Y0 BE B o3, ER T R RO 2R U 0 A i
HA

AR SCHLBR IS AN B T SOE A FE R KA R RSOk # B 5 Hak ok
(eusociality) HJBEALIZX — 256 Z245) 2 18] (AR R BAIE G R o 1% A RS (0 A7 A0 B R
PHRRHEIRE (D, W (3 DA SRR (2 #A—EXR. £ L&
HEMRZ S, FRTEZ RIER R CEE R B SRR, X SOEE
JE PRI HAL S PR X — S50 R A5 2 [A] 50 R I R OIE /D> (see Liao et al.,
2015; Nowak & Allen, 2015), #7525 AE T &b ALAE [mligE 13X 77 i i)+ Ce.g.
Birch, 2017a; Rubin, 2018). X — i@ F i —/MZOF WU IRG REAE HAL 21
BT BRI R A, SCREE VNSRS REOE FAL SR B SR ], L ir 2 ) 5
WX — e FIE X — OB R A, 1k B I 2% S 5 HOMT PR 2R B A S M v
T, VRS BOBUT 8ok Sk B0 5 HAL 2o MR I A 22 18] 1R AR R BIURA IR 5% R 1A
AW Ao

A SCAE B S = AN R R T SOdE & RO Ee Ak K e B 4
(agential thinking) [FJ2¢F . ZinEUE AL TAHA A -RIDHRHE R R (2. EEE
WA — B RV FZFZ MG P R0, HE I — A R EAER R PLSF
(Alan Grafen) [ “ JE Xk /R 3 F I H (formal Darwinism project)” (Grafen, 1999;
2014), Hrpth & X SCE S ERMAKI 2T (Grafen, 2006b). Aid, HHidy
IR T AT N IS (payoff) . STATRIIN Cadditive). TR SR A4 45 14 45 7™
AR, RRWERE SRR L (20 BIRRER A HE 2 7 AR
SATHITER, REWRE R EANFHZ UEAE (Okasha & Martens, 2016). 1%
TR AR IR — AN BB R A2 LR Y) (Okasha, 2018) (1535 ClEAk AR 1) = 44RT H A5)
(Agents and Goals in Evolution), A% Re3)# BLYE A RS RYER AL T BN 40BN
ZIE, Wihie 1R E BYE S E S R — BRIk HOR M SR yb i AR
K, TS G R RN Re Bl 4R TR () Ok R BEAT A

B2 B R b, S — AN e B A T [ T S OE S R H SRl
e RS X EE AN AR BRI T R [ ) S R R 2 TR Re AR B4
B0y S B ST s X 58 = A 1) R A B ik PR e S0 BE B A ) 4 27 3 o IR
AR, XX =A B A FT A RO BEAL O T SOIE A FE PR 18 22 S AR PRI 7T
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1.2 ERERIR
121 T XESEERZS:: B, #iTS5HHP
X SGE G R Z SRR oK B DU R, AR SGE A S T U R

4

J7 L E A BT AAK AR AN AE S B A A AR TR TR T AN A
BT E MR L IRIEE ARGy R LI AR R R T %R 69447
5 ERIFRITRAGELE, B b j| ey LARE & & F 14 E fodf
e R ILp . X ZA LB A ZANRE LRy ER S ENF LR
% . (Hamilton, 1964) 8

BT GEEE RIS, AT D AA RS SR AN E G % &,
R B OR A T SO & FEAE AT AR A ) e KA o (H DA b5 SR — AN ) RRAE T, 3R
ATTAE THDRE L AZR 1R Z2 451 ) 4R 7T Be X DL IX 20 B LA 1) 38 & B Fh R e 240 7y 2 H | B L
G, WREEZH 3 Mo AL AT RIE R JE A E FEH 57— OEEE R E
XTI, BIAE ARG G B H 3 4555 i, T EEEEN AR E CRiE S
FEm b AL JE i A B B R e LB A E Az A MR SOE G . 1X— & L AE#
BHRT SOEG N N7, (HAEMEZ N REPL, WighiZ: (Grafen,
1982) HidR X —E UK SR G U E LR

RIE B RV (Okasha, 2016) HIfFEEE, PCE/REE) SO&E A B EIR W] 43 A PR 6
95 o —HRIr R PUE SRR R H E — Mtk 2247 Ve S ARt AR i %A 1
TE— AL AT AT B IE I R e e, TR 2 3 1 B U Ab 2 b, P SRS
FREEr, AP RGN Zrb — ¢ > 0, B 1t AT Rt
s, Hr “rb — ¢” WIW RBE R SAT TS E ) SOE& E Rtk 5 —
oy ) X E G (MARE G D R AT NI B AR, HILIER “AHUEE
RERAG AR B Mg o S A3 R B 9 B S () DO JR BN X — &8 43, TS X
& B R e OV E AN D

7 SGE A FEEIRAE N — P AL AT A B B R 2 B T — e 1 i
5. A MRRMEMRBBETLITEEN 2010 FREERE (HR) FRE LML (Nowak,
Tarnita et al., 2010). %W CEFKIZE 40 WA FMEL, FHERBE TX GEAE
I HMEE I, FIREE BREFR 2N TRET T UG & EHR RS
PR . (AR REZEIEIFRE T ITRZe X, FIET SERN GES
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FEBR B PG, KR SCH 218 137 A4 (Abbotetal., 2011), # LT
SN IX LR HEAT T RN

W L34 N (Nowak, Tarnita etal., 20100 Xt SUE A FEHIS AL = ZH W R
JURL: (1D J73UE G FEE S A R B G B SR ek B 5 59— it #o7i%: (2
J7SCE A R B AN GBS T B ARG R IR i B — A, T ER g EE . ST
AT AN ] B AR SR S IR RS (3) T GE S EE W AT R MLE s (4) W)
RN U DAL, RIS BRI S5 A s (5) FESk Z B4 5h /7 AR Y I 5
ZARBIIME RTE RN (6 ] UGG FEHIL— KM & oA FMAbAT Nae
AR SR

XA EAEDE, [T OGE S BRI SRR (Abbot et al., 2011) 4t J 40 al
Ris (1) 7 0&EE LA B ARG IS — 8, BHAREFEHEINE T AR
BB, W) SCE S B R XA A (20 T SGE S IR
JROL— R 5 FHEA T EE IR MR 264, RIS AE b 38 B Ak Z2 491 I i 7 3 2 R R
filtE s (3D T E B EHIRTE 40 FRIUT N AT FFeh = T RE
BRI U 5 N PR B 0 35 R B A3 110 0000 AR T A6 B 5 ) e R

SR, ) SO&E A B3R ) SCRE 1 18] N2 R B0 R T BL 5 55 N TR ARATT IR0 A
——IRARAIELR S, DAk BL e AR I SOE A B RS IO R R R STt
PR SGEA S . 48 (Benjamin Allen) %5 A (Allen et al., 2013) #t—2 i
T CEEFERRRIR . BI/RJEEANZRE) (Peter D. Taylor) (Tarnita & Taylor,
2014) $& HAEA 73 M H A E 4 B ah &5, ) SO& -6 B3R RIS H R 45 R
b2y AL T TR BRI . 5 PL S AN AS (Nowak & Allen, 2015) 8 H | SU&E & FE 3
WIRW IR S JAL SR TE R . TR AT PLYE (Allen & Nowak, 2016) #5H
AGFEANMEZI T SUEEE . WL AN (Nowak, McAvoy etal., 2017) #&H X
B SRR PR — R TR AN e FH T FI00 A Rk 20 B 6

BEXE CE S LR R B, InfEg4%5 N (Gardner, West & Wild, 2011)
gaih T MR B . A2 T VR A DR SRR TR B 12 A R ——
R AR SRk de . MERMOBIE R 2 5ens . 28 & A Rt 32 S0, 2 S
Zxitf 1. 34— X337 (evolutionary bifurcation). [A]#23E KRN . ZARRN . BEAA
AN 2 T AN AH BAE AR —— 18— 2128 SOk e 3% oA — 4 B 22 STk 2
TEINTEN 2007 R ERIL L, ZIRSCIE | 2 3L R HE 38 5 2R S 3% 2 [ B 2
BRI FR, FERIIE T DCR /RO I ) — Bt AR B 1 ( Gardner, West &
Barton, 2007). M{E44%E N (Gardner, West & Wild, 2011) YONHEPEE NN &
A LR T I PR e 32 2 RO R AR T DU R ) S8 e bRRG R r. 7
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Hb, INAEANEE N GRS — MM I oE S g B BN B AR B A o AT R AL AL ) SR 2
EPFETEX PR, H&ilr, PEEKE (Antonio M. M. Rodrigues) F1N4E 44
(Rodrigues & Gardner, 2023) FF— B FRR & & FEBHRM N 17X “IARERE
(the Modern Synthesis)” [J&}2EH AT

F AR RE RN SOE G RS EEHP I A F 5 R KK (David C.
Queller). /K (Queller, 1992) FAE 1992 45k Fl F £ [l )R BY 3 Y T — 1K)
DUE IREREI, Hore, bAr#f 2 3N [ml 0 R 8, DR H AR s A TS 2 .
e S & FE AR ML S, R — R — AR RN, Aty & &
HAL IHEVP B AR A T SIS A BRI SR R AR AR R L, T B
FIERZ A (Queller, 2016).

FEALPE SOE S EHIE R R, #5558 A (Nowak, Tarnita etal., 2010) thiE
T BRI B AR N B AR B, il B AR R B B A LA
PRI T bR . B (Xiaoyun Liao) “2 A (Liaoetal., 2015) K% FL v
SSNT HRE AL RW S E5) SO&E& B I 2 MG A = e (D ik
LA NSRS R 2 FAL S AR T2 2R (O ] S UGE S IR AN EAE
SELEFEAAR AN [R] B 03 B 42 R R 2 o SR B Aty b B ER), T 0 BL s 5 AR AN 2
MSZE) AR (3) T BT A NN E AL 2V FE AT T8 YA B SEAERE A H I . 4%
NIBE— R TR S NBI UL B R, 4 s BL e S5 N IR A iR AR VR AE T —
Al 1 BAR AR BB 45 3 o Bt S N LA EAEYE, T R AT 1E (Nowak &
Allen, 2015) BRI, fath 7 B ANVFZ BAARRBME R, WABE T
SOE A FE B AL VT DL A SR AL R B A ze bl T SIS A B 38 SCREE 1 AR Z

P4E, Yl (TomasKay) 28 A (Kayetal.,2020) %% 7 200 5 58 Al AT 9k
6 EAK VAR T2 G BBl A SR S R A 1800, WX ER SO EFE 43
PR, ok BT 2 LA RN 7 B IR 1SR Gk #1562 R EE R AT
DAL A i A .

1.2.2 " NEEEHmXHMEMNKL

PUERE (Hamilton, 1964) $2H SUEGFER gLARIEH 1) SO& A E K
AR . B-R¥)> (Okasha,2018) #5H, |7 SU&& FE I ORI ] @ELE J5 R At 23k
B e A AR A 2 B R ) AL . A& A -RY) (Birch & Okasha, 2015)
XIS G FE AR 2 AT VPR, R VLR R S R D1 R X
& BEAE %Sl T — AN R L T TR R

@ ZH N .
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TEEA E BRI I b, M 25 AR T A /RS0 I H 7 $e 4t 7 B 2
BRI TAE (IR 1D, T S0&E A R 1% B B ZH G . b —Fie
AT GEEEEARAL) (“Optimization of inclusive fitness”) (Grafen, 2006b) F.4%
SEFRT SOEA FE S LA R R, AR f B AT A EAARFE ] ST AT fai B A4 45 44 1)
PR A 25 A1 S B A B T 4R 2 AT R R 5 T SUE G R S AR 2 1A
(72045 H: (formal link ).

R 11 RZFTE Rk /R 3 F I E  FHEA R RN EL (see Grafen, 2007¢)

1’8 JAR L

feth 7 OBk R I E X WH LI AR, W TSk TE (et
hedging) .

Grafen, 1999

Grafen, 2000 &R T AR BEAL AT DA H3 5 28 07 145 2 RO gL -
T IRAE— MR 25 AT MR T ARG A% S B R B A AR e 2 8] T
B, (HRF A AT AABEARG
PHE T — SR AT T RHALELE Z N B, R R A B LA 2 ST
o
FE— 8 5 TUEN] T AL AT N BRSNSl & B R AR
Fr Z B i X%
Grafen, 2007a | iJ1& T R B AR MR SN K] SGEEE .
Grafen, 2007b | NI SCGE & FEER IS T 2R Gk $E.
Grafen, 2008 | A& & RIS M T b o R RIE.
CHEW2E 58 22) (Biology and Philosophy) T 2014 455 2 W 2UA /R 3¢

T IH FRE T RR B ER, TIE T 9SS (Okasha & Paternotte, 2014a). 1%
PR i /R 3 I H BN SE S 44 (Grafen, 2014a) 234 11 j HAb A3 (B
FEAEYEZ T %K) BIPEE & (Birch, 2014c; Lehmann & Rousset, 2014;
Ewens, 2014; Gardner, 2014; Shelton & Michod, 2014; Okasha & Paternotte, 2014b;
Haig, 2014; Bourke, 2014; Sarkar, 2014; Orzack, 2014; Huneman, 2014) (IX %2235 %}
TR IR I H AR 1.2) DA R 250 v PR i) 1Bl 8 (Grafen, 2014b).
RIEEHr 5 (Grafen, 20142) B4, MPF KR ILEF B E =R — 1 H
A EAR S AR, Bl T HE (instrument); %78 & BB TEH, BIFR &4

(constraint set) B{F[{T4E (feasible set); LA A — N5 B AF PP AR & HIUAELGH L) s 1)
FERE R, BRI K& (maximand). HETT, 7E P47 4R B P 0T T EL A Ff ik B dn i
W1 s RER s, WA AT (solve) T AN s AR P 7RVt R

Grafen, 2002

Grafen, 2006a

Grafen, 2006b

7
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RN, THBZAHRNRY, TR BB GH L A0 E, IR 7+
RIS il L AL — A 4 B i KR A HUR B i AL A B b, DA SR AR
AERE Py PRI FR DR TS A 5 SR RS L o A% 437 23 4 At ot i B3 81 ) A A e LA 2 18]
T 2B i 1 1) 2% PF R IR 9 LR DY

1. do R —/NBRAR P PR AMRAR R R T RAEMAZ -, AR A B AP 2L B 9
BTGP HF TR, LXAETTROBRFA . THGTE L6 %
AR NAZ % AR

2. Wm RITAAARE 2] T R K= 6948 B A2 - K fF ke A AR -, AR
AHAE R AETHGIHEHRFT TR, BEATRGOHA ., BHOTE
A0 R A B NAZ LR

3. de RAMKK B9 R KR Z AR, A A& 3K B9 & 0 T AL
FTAEMRATE B R KA DT £,

4, do AR RN E TG IDAF TR, BXA TG G H
A BHOREFAGERBENIZER, IR A ZEARP TR KRR R
T &AM AE . (Grafen, 2014a) ¢4

F 1.2 11 PR UE RS E X H A E (see Okasha & Paternotte, 2014a)

SF e LV RV KA SR A RE
Bourke
Ewens Leh & Hai
17298 Orzack cmatil aug Gardner
e Rousset Okasha &
She‘lton & Sarkar Paternotte Huneman
Michod Birch
irc

Mhr e, FTRLESRARRRR T, £ BRI K E S A X B e L
K “EERE” #d. BRYWHMEZE SR (Cédric Paternotte) (Okasha & Paternotte,
2014b) FHIRIE & FE I A BRI

WP AEA WA B A 24T AN N IE G B A 2 i 42 (Grafen,
2002) FHXTE GRS, KEMEEL R YN —FZE T Lnsh = BEE X
(Lehmann & Rousset, 2014 ) . X b = B FFH 0k B T 024K #i%E # (Sarkar, 2014),
R IE A IE A e v RN e KA, — Sl PE B ok A Tl Re R 2
FREH P& T R R R & (Rice, 2004) . BTG HLI5X T SGE S FE HBAAL R AL
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# (Grafen, 2006b) | 58 Jy ] e ——fit fir G 3 1 2CBE RO T T In i) S A, T
SCAFASET NGO T TR AR B R S M R 25 BRI U4 (Lehmann & Rousset,
20140, —FhEE —fRIHE PP, &R TR IR AL EAS B 3h 78 0 1
HpATAZ A (non-invadability) S5 MESELIRATTE & K BL#EA % (Lehmann &
Rousset, 2014); BIfd ik PUAN %A 1 T mi 2R o Bm ear, ke 35 % Uk e i A
Y EVE (Sarkar, 2014). W04k, VF 2 5 B AE VR ERTR S AL B 4480 H A
MR, A AR MR R ST (Ewens, 2014) BHRfHE 4888 557 55 1A HUARL A, A
AL WA HTR L .

EAE R, K2ME IS 52 s E R &7 sk,
WAHBRE R —JkE, BImARR 17 “md %N (best-response)” #E&—— 53
A B ZRR S (Mas-Colell et al., 1995) 242728, iF b =A% (35 i
NIRBESEAE N I Z I S NN VSR I F B, X2 A 15 Rk A 288 i SE bR
{F I EIMES (Lehmann & Rousset, 2014). #&Fi 25 F AN NIT A S P XTF
MOE A E AR B2 s FE R NS (Grafen, 2014b). s N = BRI
HABAFERATIVE A — A mT HE R0 P4 fe D0 R B AR 2 A 0 455

BARYOAN S e (Okasha & Martens, 2016) 7E—Maj LAY N iHie 1S4
AT IR A2 AT Ak, TR RN TR A A S B R SUE AR, (HER
BT AHEEAILPE T R, REZXNEARAEFET E IR &
HEE, HILABATAN “E YR s R AR B E A v RefS 204 /1 . Se =M
%€ (Lehmann & Rousset, 2020) FE- i1 B S HESZ AL R N = X B st A0 ik
SVEA AT T AR R SOE & I %A

fA#F (Birch, 2016) [X 73 1 PURNIE & B S KA e 7 RGBS 0 i,
VG T B A /K I SR I35 1) B A 5 BN R 55 B 20k /R 33 I H P dis 1] 1 1&
G R RAIANE S S, R 5K 518 A R i KA ¢ R AR B mT S sk = 5
B X TR AR T SR e 1 e A S, AN anE TSR B AR IR EE
FINE G B KA BAR Y 25 AL, B UE & EHIR 2 S0, Hda

(Birch,2019) fath, |7 & & FEAE AR I SEE MBI EIR A IME, RE
X 58 A AN TR S A AE 258 2491 v 5 A7 A

33 (Samuel R. Levin) A H7 5554 S ARG SO0 & & FE BB 7 HEHE .
£ 2019 SRR, ABATRAN T A SOE A R F T, AN SOE
A LI B R AAE 28— AR Y TR GV RaR B, (HAY S U B AT S & FE BRI T
ZIGHE TN & R H T BIAIMESE (Levin & Grafen, 2019). 7 2021 S8,
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A AT B S A B R B K AGHE T B AR T I SCAST B T, Hod (R G BAE T X0
SGEAFERIE 2452 X (Levin & Grafen, 2021) .

F4h, BRY (Okasha,2018) 7EH L& VLRI T LAY b 1 RESN &
Y, XX RATEAR “HHURME R R T IR A T B . BRYEResE
B AW, H—KReshE B4R G VAR E i B SLH AR E B AR 48,
8RR B4R R B RE R ANAE LI B F s e 24k, B/
RUWHE T ReeshE BAEMNE, JFHICAEBOLE B R — 2K .

1.2.3 H33CECRR

FEHEENN PR R T SUEGEE” FISCERA 18 SkE5 5, A8 %
ARMKEH 9/, THEMEZENFIX 9 FCHR. X7 (2006) (AT SCHELN T
W T SRGE AR AT A BB L, (HIE S ER SR . XIFF A S R At
NETERFRNATIE T (X 2,2007). BB MBERSE (2012) 2087 7 3E4%
HEREERR TG 1) ) A, 29K R B — M AR IR B R b 78 . BOW (2012) 7RI
WS D REER IS KB T T &G EME, HIERITIR) SUEREIIRA Y,
T 18 (2016) 4R T BRI SUEAERE, FER T GEEEEB
G, (HHRLFTERA N . D8 (2018) KT LAY e B b
(Robert Trivers) AR FL-F St A48 1 R B B BT 9380 W0 a1, (EI& A HEA 1
STe T (2019 MR SO L T RIS SUE A 3 IR Bt ),
FoA s B AR SR AR, AHSGER 4t LR SC e Ok R (T40,2020). {H
THLTHARIETS B X BUREF CES A PR, 3% BE IR 2 EUR
XTI X OE A BB R R A B R % . B J1RE (2019;2020) 5Kk
PR 18 S TR AR AR DG i), il I 7 S GE A FEREE, (A IR
T B OB A E RS AR S8 .

FEH E R EAR R 380 T SOERLEE” WISCHRA 359 sk45 5, FIE %8 %
ARIIREA 2 /% A (2009 FIR ST T RGEFRIIIEL T = IR
B3 (2022) HIE A8 SCNAEMIAMATE AL & T T SUE & B i KAL) R

FEFE A EA R BN “OSRGIEEE” WSCERA 162 26458, H 555}
A 59 R, AFEFRITA 9 RO, T EES A A EE SRR £
FEAH DG UGS STk XIESFS (2008) 7E I /R SR Zde 35 27 Uk R S At b e 17 i

@ KZEmE N 2024 46 19 H.

@ KEWIEHN 2024 46 A 19 H.

@ KRN 202446 A 19 H, MARRERSZAEREREGEL, (M RMEEESERE, BAH
BRI CIR N2

10
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H B HCREGRMAT N S FLH] . 2SI R (2009) FIZEE4s (2009)
PR SCEE N AR, A R T A B AR B . BEIARIE R BERIER CEZ
IR B BRI B2k FER R, UONERFBEEE « RIA (Elliot
Sober) EIK K] HAREFR AL L 0T L O LMk “ RIS 7, 485255 (2012) ¥
AT T BRI I EE S, DA IR B 0 W Bl SR Sk R E IR A B R
MR EAR, HIL O N IIRTE T AR —— 4R L IX — HI W 5 2 42 5
FRMEBNARKER. HRARMBERT (2013) #3178 S0 E RER AL, b
A=A R A2 T T R R IR B R SR Gk B e 1 — P e . RAMRREE
A (2013) Bhie T RGIE IS EMRIE N R KBS AT A FI/EHARER .
SHFIBUE (2013) fEEAH T oRGERIEIL LRI 255N (2014) XHE
V2R I B T ) BTt AT T 4818 . A SN (2015) WHR T EME AL &
VEAT ittt JER RSOk BB/ N — MR BEL . BORATSRIL (2019) FEREF]
AT A BT, BRSOk B AR N RIS T Z, VORI IE B
TR, T TR E AR R Z ou kR . HBE (20200 R i S0
W T FMAT R (0 1A A R L N R IE A () S, W SRZE R BRI Z 2 IR
RS2 T AEE S (T FEAR AT IR 38 70 27 385 A SR LT A8 (R PP AT o BE5E (2013a;
2013b) BRI SCRIZEAN2A T oRGoE B He . T ER R R B3l 25 it
AT IR RE o

FEFRE AN FIRFEN ORI WSCERA 28 k4R, FIEMHIYE
KHIREA 2 50, BIETEE (2013a;2013b) KWL, ZATCLNH.

B 7 LA ESCHER, AR (2022) MIRSCOVER 1) SUE A IR 4, FEXHHE
PEE WIS TP . ©

I LA AR AT, 0 DU HE P A 2 3Rk AR S SRR 3
(Y TLANRE 2 s (1) W SCOCRRNT A 2 3R ROATE 72 8 H T R AT v btk 1 6 905 (2D
LI IN R GE R SOE A IR 1) A SCSCRRAE X T SOE A 38 12 T I A it
PR GERD: (3) FEH SO ASESIE I Ca T, ML Es 2
JE U AR B AR IR —— X — A AT Ry, U X SRR Gk %
FRIR 22 1L B A OGHEDE . KR SOl SR &Ik B3 ERIRES A Z: (4
ICAEWA B SCCHR (33, 2016; XA, 2022) JER] T 2010 FFE LK X
EAEHRZ 4

O KZEWEHN 2024 46 A 19 H.
@ KB REECPEE T GERE” M “SEZRE” 7R, BLEE RS R R RS R,

11



X
il
Jqu
i}

1.3 MG

AN RIS, TR S 0 ROE R IT AR =98, AL
HARED A BRSO, RS K s 34 GRS B T

1.4 BXHEHRHA

55 2 B, PR AN 58— DU RO U ARF R DU 2K U U 2 TR X
B EANIERENE R T 5E 2 AL, R UEAA 3306 — ARDUa K WU (8 A 7 1 —
DU /R o A R S ECRA B AR 8 3 T — ROERS B 780 B .
AL AR 3 M, B o — DU R A U A Dy 2 A R s 1) 74 s
A, FFGR P 5 SRR 2 b R DU IR TR (4 AR (R

55 3 T, BORHF A5 SR IA I B, PR SUE A BT
AV A EA I — 2258 S 2 Ta] R 15 BAT w] S8 (R B IE SR &R o BORE MR TR
G ZBUEFAL SR T IR R A C R D e, BT = FAN R R R PR 2 &
KO KX 70 DL DAL A SRR IR X o, RSB T Tt g T 4 80U 23X ) i
P BA BRI, 4020 R ILIX — [ J T AT BEAR AN A PR R 2 AL

FE58 4 T, RS BRVb ) SGE G LR AR s BAERIAHSCIRIA,
LR B R VDML AR R I T, PP SGE R R S s B
AR 9C AR o

e, FHMAESR 5 BRAU R, X SCEE BRI 4 HEB AL T
fiti, SRS IAR (R BR A% Ji B AR TT RE AT 7T 7 171

12



W2E )T CEE AR T PCE RN B AR A

B28 I NEGEERHX

E&

IR B RN (B

21 5|8

J7SGE S B A S ORI S R B PR A, IRk B S
Wo 2010 4F, IGO0 =AW K TL vl 35 R JE SRR BURIME CH R
JeE PRRCEATHCET UE A E 1S (Nowak, Tarnita et al., 2010). 1% 3 5]
TR X OEEFEBW R R N AR (HAR) RjE BRE, Hbh—RXCER
21k 137 NBk4 (Abbotetal.,2011), A WXt ik s2m < IRz . 1 RWTT JE Kt
FRE Rk R St — 0 B A R BT SO&E & # R (Gardner, West &
Wild, 2011; Allen et al., 2013; Queller, 2016; Nowak, McAvoy et al., 2017). [EHNHH
— e R BRI (B I, 2016; XIHEA, 2022).

7 SOE A EEERR 1 — A% U P 5 Sl DUBE R RR I, 3X 2 i B — N R A
DB R 95 R 2 K A K, MR SUER EBIR R . D4
- 44 DR R B AL 1 R — P AT e A AL R SR A, I el
T R kX —XER (Hamilton, 1964). BB R, HiAT AT 2 FEAK
ITRAFEEBAGWIEGEY, M EH b T ARIMAL . AT, B IRFEHE 3 k6 A7
FEERAT o A, R FE SRS Qo] il GRS 2 ARFE DU /RN, T
MUBAT A 252 5 AT B3 AT LA — € I B RAR A, 823238 32 el ALl 70 A 4
TAT#H B 52 ok, X i FIARAT 9 B & A AR, 45 & KRB 1T 303 1)
T A BT R SR K T o B, BGE — A AT AT B G AR A e
XS 2 FIE AT AL b®, PIEISES 280 (relatedness) “rgr, IS4 P R
N Rrb — ¢ > 0, BRI %&b 2AT REERML P A . BEW EE, X
AT NI S on DRI 82 IR, BEmianip 288 K. c 2%/ r @K, BArb —c >
Ot BERAL, FMhAT 9t ol AZEHEAL H AT 2K

O A4tk (social evolution) F8H+:£:47 AL Cevolution of social behaviour) , Bl {4424 gt
FALSAT NAE AL AR ] 2 A AR 1 43 57, R R R T4 A S 108 5, i T Sl e ) e AT 4
Rl

@ @EEPE (fitness) MIHES B U RBOR A NIRRT PR B A0S AL RE, A8 Sehn A M 0T 70 v il o 17 50 30 A
EFLMBEERIE S E NS SR, A SO IX — @5 L, 1R L E 26 G S &
Grif,

® MR IER] fi. WR—MH ST NHTEIE A B G %, BAcHBUs; WR—FiE ST AN ER
%, IBAbFEAEL.

@ FEZ AT UUKEEM N —MITRATEN G M MR i Fehs, HAERS OB 2.2 WA H.

13



2w ) SCER RS SR KO R RN

X T TV AL IR WU, 8 SN 3 A . TL e S N —JF UG ™ ik
PR R« L MAS AL ” (Nowak, Tarnita et al., 2010, 1) SU&E &R £
[ 52 35 UL U R BN S 3 i 87, (Gardner, West & Wild, 2011, J5K, it
B B VTR, NATIAR BIPCE 7R A AN [R] R RRCAS G AR AR R 0L R 400 ) 58
FFE AT B ME, (DH QA OP8 T S 75 74 0 BR 1) 2% At 4 B8 L o 1T o — Fol
FRCAS BRI JR BRI, R — Rp s KR U], T T DURH 4R 25057 16 77 0™ A e B
JUPA T EARBR G S, WS P S & AL i), 1M HL e A S R AT LA
VYERNCHRE SUE A E R IR SE AT (Birch, 2014b). FHILAT L, &A% X7 X
IR AL T PR b3 A e st DR, G 12 e 5 T AN [a] AR B DB R IR 25 R ), X AN
FSCSI 5 )

AN, T CE A BEAR I REPE N — DR R IR A R L, AR
B SO, (HRAREENE, Rl R R EENH T BRI LR ZE] (Nowak,
McAvoy etal.,2017). Xfiit, A& H 7 HAREERIEIN,  ’I—RDCE /R )
] DAE At e R A ZME S (organizing framework), HH I H A RFIK 1 ikt
fM{E (Birch, 2017a; 2017b). & EIRM 325 17— 285235 (1IN F] (Bourke, 2019;
Levin & Grafen, 2019; Agren, 2021), {HIERN N IHARLAL . A FWE 25 H XA AE
TR IR, IR AT AT B 2R b4 — b AR IR WA U g e A R ) B AR
UL

ARFLEUNT o 5 2.2 R PR R RS (D0 R WU, RS 55 2.3 5
HG A 2H — DL 7R WA I T 1 1) AR A e i A B A 350 — RO 7K R ) i e
W ERFHF . FE55 2.4 75, BRI MAATHHP T R R 5 2.5 1, K
W S SBDUER IR RN £ 22— O SOt B A B I s, I Sl th— A AR
PERIRH T 2. 5 2.6 TR AT /N

2.2 NE RGN A E AR A

fH#T (Birch, 2014b) H5EIX 73 T — P /RN (Hamilton’s rule—general ,
IR HRG) FURFIR D /R (Hamilton’s rule-special, & # HRS), JGk N5
WRWEEX S THE=FRRA, VTR0 /R B ) ( Hamilton’s rule—
approximate, &A% HRA) (Birch & Okasha,2015). HRA 742 BEALHHF 78 52 i 2
B ZRA, HRMASREENES . THRNTE LN HRS 1 HRG.

PATE B MMEE (Birch, 2014b) SR FH I fa AR SS HH HRS HIHHE S Bl. 25
JE AN PR SRR, Hoh —2RIERACR “A”, SRR “S7.
B A PR S X AT+ 24T, Hoh A SRR AT AR O s R A

14



2w ) SCER RS SR KO R RN

KanB, S RAMRNAKE B Sy R B2 35 nT REF 1Rz . i AR iSO
Fetnk 1 ps, ISR (payoff) FIBEMEXAT N EME & R, Hd, A
A B RSAT (B — ORI AT N B KR (- O I _E R AT AT 1
mi B, XIS BA T SAT R AT I

R 2.1 WIS T RIS HERE

T NFERE R
SRR
A S
A | B-cC —C
(EPSERLT S
S B 0

TR, SRR B BN — M A B E 5 R R A A AT
NI THZ R TG (1 — ) BERBE LR, RIV IR 2 5 AR X 35 1 A A
SR IR 73 50| 55 7] - AR SR A AR AE R v BB o BT, Al LA R ) S 2
A

Wa=(r+A-mpB-0-0-rA-p)

=(r+1-r)p)B-C, (2.1)
Ws = (1—r)pB, (2.2)

Hrbpts A BAMREFFE P RSRE . HILAT5
Wy > Ws 1 HAXH 7B~ C > 0, (2.3)

KA A REERIA I HAH N AL 2 AT A AR 3 1 2%, B HRS.

B 5 K, HRS I R BB CH JEH B IRBI R R ML SR IPELRIE T,
T —MT N ER IR RAT AR, W% TR0 5 AT Bt AT M= A Uk
i BARAN CERAN 2 2%, b FRATT AT LUK BRI C H SR A 1R 14t 247 A B LR 52
BRo ik, HRS W UAEREHTHRARMR, RAUHHKEENE. A, HRS K
ST AT B AT | T B ) P 5 R S P (1 R o SR A, DR T G S FH 1 R A
2R

HRG W52 38 /R R et (Rl AR AL 25 HA D03 R U] (Queeller, 1992).
T FRAT T EL g tH 4 i 2 . AR WAL 35 S i 77 #2 - (Price equation),

_ 1
Ag = %cov(w,g)o (2.4)

@O 7ERX— PR, WAL T 2R G R EUS 5SS HRG @R Bl 77 € LPR % R H By, o /5L
(¥, BAE L BAIIHET  EEE], r = 0M EDW R SGRAT N EAARE A R SRR AL R o (15 L
EHUERS, TS e . AR RN BONTE, X WRET ARG T A B S SRR &
MR AR AT, BT AT r IR 15 O S SRR R AT 7547 (1 — ) BB B LI PR R A

15



2w ) SCER RS SR KO R RN

Hordr g, 48 AR H AR YRS B B Fi{E (breeding value) ©, AgFaFhHEF1Y
BHFEMARE TRV E, w s MEIFES R, wisfBEFEAE, covik
AN T 2. Z T RIS A MU IE & A E FiVE 2 R P 7 2 R A & FE AR bR
TR, W 1A

HTRATHE B R SAT A, BHUARESESH A & F M EMHET
SAT BRI EMERA L. RATELANRE S FEw HH 5§ M E g M2
1T IR B B g I E A [l AR .

W=a+Buggd+Buwgrgd + € (2.5)

TERE], etk FE R AFAE IR AN ELR g Rl g X AN S EEL I U™ R 2R ML A
(7 2 HUAE & FEw il STk —— W R g Al g X AN S E 0 B S ok N R 2k
[y, ABTCARRE L Z R B (R 22 Tle K —2, (HA S FEERA KT,

TAPEN (2.5 AKX (2.4) 7115

_ 1 :
Ag = %(ﬁwg.g’var(g) + ﬁwg’.gcov(g 'g))
1

= % (ﬁwg.g’ + ﬁwg'.gﬁg'g)var(g) ’ (2- 6)
Hrpvar®on 7%, ik, ®I1E
AG >0 ZHALE By g + Bug gBg'g > 0o (2.7)

WERIC B, . o BEZAT HHIAM (=) 5 CByyr ;B VEZAT NI LD, “1EB, &
EoRG 5 80r, WA (7 FErgs Bz AT A LA K3 H T rb —
c > 0B, XWEiZ HRG.

HRG Bk T AL SE M RE (3R (2.4)) BT BOE AN TIRAT AT R il 544, A2
W OL . SR, BT HRG HIZE, Realgcfib, #lHgiit s SRR RIEFR
Hend, HAEYSEOGFNER, HILEH~4 78T HRG B NER — &5 4
W

© AAMEEFINE LA (additive genetic value) o XTI H1VF 2 AR AL b A FE RIE [ P2 ] ) R Ak 2247
N BATRT AT 3 S M EDX — AT AR 15, ORERIR T I A7 b (3 PR RN 2 M 5 75
B ZAE AT ARIVERAE . W RIEAT A EER O iy — PR A (A BT o€, B FMEL TR A AR PR PR A3
2, AN AR R EAT I LA RAT N, ARMEN 0 AR BAT SR KA AT A -
WA SC AV TG A, AN PR TR (015 58 4w LCKE LB Dy S 1 5 UL AR MR JE TR

@ AL KNS FEEX S) HRS Fl HRG Hiii i (benefit) WA (cost) Til. K5 FBEBFICH HIZE R HRS
G R, NS TR I MR HRG S s FIARAR -

16



2w ) SCER RS SR KO R RN

2.3 —RRXE RGN RN E

XF HRG A (B 5 0 T Bt 4] o S T D0 o B o S5 N R ST D08 R TR T £
— L A BRI H T A e 2 5050 ) (Nowak, McAvoy etal., 2017). 2 HA
WDUE RN R RAS, FRATEM b2y, B DU RN N H T 25 =61,
S 2 T A B0 B 4R B DU SRR U = AN S50 cAir R, BB (rb — c) AT 0 1)
KANKZ, AR AR AL AT N R S SR S50 . X — B8R XY
HRS 1l & a2 dE % A EA, HIRATEEFEAIE & HRG——1# PL v 58 AN BT SO i 3 Lk
kT IR M HRG FIME .

X HRG 15, EREBEERTRREET, 2t E=1N28b. cMrififEx
BILLERET R0 — ORXPMENEEER R, EEFEHIEZHNEREEE. BE
E—F%F HRG IS, =48, bArfME DB 2wl T g witT g fgxtTg
fEE R 8. AMEFE N =R REEME, BOEMEER/N2n, HIRM T EHNIE
w = Wy, Wy, oo, Wi g = (g1, G2s -, GG = (91,920 -, §'n) X =HEHEIH,
Hrbwy gifilg’ 70 ml R F e R S8 MR IIE S . B PMEM AT A & i
i SR, BEEARIATE L ANIEW = (W, Wy, .., W) Flg = (g1, G2 - » G ) X AL B,
IS FATATAS B 42 11 55 W 35 B 77 2 cov(w, g) We 2 4R 41 i 6 i S 7 F2 (X

(2.4)), cov(w, g) & B LRI T A . W R AT, FTRLS Han T HE
S WIE
Ag > 0 H HALZ cov(w, g) > 0. (2.8)

X —H A HRG & 5% 2&EM M, (H8 HRG D ER —HHiEg =
91,92 - 9'n), FTILCLHIE B T [0 9 H BRI ZE —1H 83 HRG =S HE B
SRAEGE T kg, G, HRG RELE—MRMEMREHME FonT$k%), (HAELRRN A E
HIOHEE IEA BT

BESA DL e #E AL J7 198 B AR 5D cflriX = AN HEBERR I L 2 42, HS
AFATHFE XSS HAE R S Re A e ENe ? e st 2 E | — e
HRG BANMEITTS, B HRG 1E vttt At 7t B ZUE B0 ket a . 1A
A A ZNE R 20 A Re T Ak 2 BRI AT 43 K1) — A — RS . %5 HRG 1M
5, rb UEN—AFFD MeiX IS EIRTT5 SR/ R AT DU T8 & Bl Bk
R pE 2 AR R 7 N AR R ZR A, BRI HRG BeAF it b At 7o ) 4 23
28, PrE E A ASESE T B RN B, AR S 248 HRG 1E A ZUESE i
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B2 SUGE S LS P U R AR A

B 53 A B T AT L BRI B S AN A B B AR pk o AR, DT IR+ 2= i3k Ak
[FJFEf# (Birch, 2017b). ©

K1 JRoR TAABT R Bt 7 KR o AR — ATy, FRATTES AT DUAR R i ()
el AR R L O R S B . BOE AT N A BT, B4 (1) H4rb >
c = Ol ZAT ARG TR E R BSE A FE R, PIARFATAREXNTEE BT K
s 2 AR, AR R 0 4252 2 (s e N8 & ) o R LA AR 38 i s (2) 24
c <rb < OWf, AT NN TR EEBE G MR, FARXIIT REENTHHH
SIS g AR A R, TS s S 2 AR (3D Mrb > 0H.e < O,
ZAT NI T R AR, RINZAT AT B SR, sz 38 st )
(4) Hrb < iy, ZAT ARG TRE GERBE KD BB, BIOYREN
IR NX AT R AR HAE AT S OLH ), B E &L IR I . ARSR IR 2R
fetn TSR .

% rb=c

N
&
¢§%® [T 1 R
/@/\ @@ R b
o B O

2
%

K 2.1 A& HRG - S L AN R @R V925 (Birch, 2017b) #

=

T, FRATE e 0 DL BRI AR s Lt — D R . (MRS A
FRREELRTD > ¢ = 0, BARr. bHcHIRT 0 FIRMBAT NORF&IX —RpfE. sk, 4
MR Cspite) BIRAANF ARAT NHETIX—2. Flin, BATHED “R#—TF, B
I\A7, ARk RS — AT N2 HE S Fb = —1000, 14T 9 H G AFH
e = 800. 4T NETEH AN LM 28y, #5r = -0.9, #ifrb -
c =100 > 0RR L, XFT AR AEE L % . BT HRG BI4r K5 RIRAT,
ACAR AN Ath 32 SRR AL L SR S AR [F] B R 28 7Y (Birch, 2017b)

’ N

QO XHEAGRRAAT M E W A (Birch, 2017b) . A7) 2014 FERE 0wk 5K HRG Beig1E Nt 2k
TH TR SUESE, (%) 2 ZUHE S8 BAAR U RS2 5 J5 >R AN R] (Birch, 2014b) o A S HRAN 5 S A 0 0L
Ro

@ TWEEBENEZ, HRG HMr. bFcEZEIHRE, WA L@ E iR b3 AT A Ar. bMcI KT 0 E1EH
AT HRS AR SR S H0E L LR R, PERL—. | S 0EE R IFE X — i &
BIRZ, WNbAICIXTHANSEAR AN RE S5 FATIE & B M A 247 Ui AR 25 [F CAllen et al., 2013;
Nowak, McAvoy et al., 2017)
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2w ) SCER RS SR KO R RN

HEE G MR E K e < rb < 00 X — KR H AR RA0 & — 205 W) B E
HAE. B, —AE AFM N GAEREE, REFTR AT T — @A, BT )
R B A 2 BRI, ik it 2 5 T8 AT H o i FRATTA 24 A& AR 28 RE AT
XIS E BT S SR A IR ), Wt e < 0. WIER-GEAE 0048 A a0 o8
GRFR, Mr=0, ZEERSHANBEEZIE S EMHRFE. X—Z00H 0 EEA1E
UATREEEHBAEGRR, 1 B 5% ERFMAT NHEYE . 2T HRG
25 RERAT, ¢ < ORI EAEMr. bAc KT 0 IR AT AESZE TR F
fiRBESA (Birch, 2017b).

24 IHMEFHIRIX

BAASE I oy S FEA R M —— R B HAR TG TR, FRAT1 4 2R Be 8 vk A Hh T
JEAy R TAE. M@, HRG S EARtE SR 0256 RS 2 AT 4w w4t
ST S R RTA DU ? [l 1 B LE T34 F HRG M A= 3.
BEFT: “ RAE 4T (38 HRG) AREATM IR AL 2 db b B ARG R E I, B A
SAEARARRE 0 AR TR, e BRI R R R R X 7 N B M ER XK
RKR, EHSA BT M. ” (Birch,2017b) 1 H., 1A% SZkr Eik A HRG 7£ K8
B R H R B AMELE (Birch, 2017b) 33, LA, 3ET HRG HI70 MY
FRESUENRERT, BAECE S HRG M BB ERIETD /E N4
SN R B ML

n E—TREFR, AAFFHSLRGE T — 2 p) ok ME M 3T HRG ()45
TR AEYER S SR, fEIRAE K, 7T HRG 532 0] BB AN L T P2 A% R HE R o
Bk, BoBEd BAARRH R RET HRG MR mm sz ab. ©

241 DEBFTREM

FRATIASE O BL o S N BRI A — AN R K 1 B IX — £ (Nowak, McAvoy et al.,
2017). i 2.2, (A) g 7 — DR RUAAME 1. 20 3. 4, HPREA
RAAREEN, BOREBARAFERER . WUAAMR 8§k E B Rom AT
PR Z A AT ARIRCE, R, eRE—DRUMIIss. (B) gt 7 (A
FORAME I W = (Wi, wo, w3, wa) s g = (91,9293, 9T g = (9'1,9'2,9'3,9'1) X

O —BEHLE X EE HRG BE/E NHAMES, W[FZE HRG G E, BN HRG B R 2 T AEfE
RNHZMEZE (Koliofotis & Verreault-Julien, 2022) . FERE K, XFh T BHEAMRR N S UHE A5 (B8 T [
M ocEE, B HRG T RIS HA A E L. MR RS TR RS 3% T oA B4R i i e A
AFIF HRG BN E M W o
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H2E T SOE AR U KT R
SHBHE. 4w, = 1.6, wy, =wy =w, = 0.6, x = 0.58F, FRATE ST R4
AL

AG ! w, 9) 1 (2.9)
g =—coviw,g)=————> .
w 10+%£
HTFe2—MUNasl, JATT PAEe —» OBFAGIIMIRAE 0.1, N NedEw
T 0 B & ME AL B AR F R g T 0.1,

(B) p (C)

wy w; w g g
(A) 1
wq 1 1 5000
1+x -
x x+e Wo 1 1
1+x+¢ €
0.00: 1] 0.005
ws 0 x+e B
1 1+x+e¢
Ws Wa wy 0 X
1+ x e

Kl 2.2 1Ly 5 A LB H HRG H2EARRE R %] (Nowak, McAvoy et al., 2017)

Fig. 4

SR, HRG FHISEb M cEHATRE . B 2.2 1 (C) BR T elbwik o i
SHbMcE. FTUER], MelEHEREEAT 0 P HAES, bR & 4axEHIEH K
()47 B8, 2B A AT N B FE AR 2R A s T e AR #2000 (1) IES
bR AR KRS, R g a A AN RIS & B R AL

Wb, FEeARH L 0 IRTIR N, e NIEIE & N LT3 T4 %0 i 2R X
A, X AR B B RE AR A R e e B (R (2.9)); AJEDL, e AT
R —MERBITNEED, Wi — Mg R LTGEm RN LS. (A2, a5
BT HRG W70 KA X MG T 4 NEAANF R AL T3, a5k
N, BEAE A AR R S A FE AR O RN R R AR (LE 1D —
— B e e 8L 0 Wb cMZESHEAER R, 7T LLiief) IE A4 151245
R DL — Bk ER A (1) 7 S I T AN R RS 2

5T HRG M0 BMARE BRSBTS brm o FTEHT 3, s
WHEBE A NAFIRIER MR, BEWMRE BFEREAZ, KRESZ, K
IR ZEAN L, (EED 5 548 B VAN XA A FE B RPAS [F] 2R 7, FRAT T3t 2 PR XU
FAFEREH IR RSB XX . 28R, BIEATBRX BT HRG 4 H 145>
FK—E AR, AAAE 73207 BRI SCRFFA TR U A — DS 2N S
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2w ) SCER RS SR KO R RN

JE BRI () S 800T AR R E I T B 38, XA AT ELA MR sh Bl F- 2
BRI o

T RANTE UL, SHANAR E 1 i) R LR ) 2 (] 50 & FE MR L TR &
FERE AT ELIR G & MR Z TRl A IR o 28 T AR BRI EORR T (AR
WREMRD ZEF R (RIEZrb = o) BIARARE, X A0 — o)X —&
IAE 5 A Bl Ron 2+ B ARIE F AL T7 1), A ARE B A28 3 HONIE
AT SEA A BRI . A, X FIRESOIFATE HRG A e, 3T
EoR RN I (2.8) D2 RESEPUR AR e B MR AL £ AR RE X 70 I H Y,
PRI LG B0 T — SRR A R AN A2 BAFHP HRG J7t T B ] S B AL 0 2 (2.8) ke
{IKIEE

242 SEESEARABNIRESM

HRG FEAN & ME—RENE S BRI RE A . FRATTWI M2 2 A0 = (2.8) HAE
SEI AR IR BB AL BRI — 5y, R TR . 223K (Queller, 2011) B2
I — b = B W [E) 508 OV SR RN, e R RE RE SE I HAR R 2 B AL AR AR 1) 4y
K, BATSHMENBWN T . B AHMAESEw LB S EMEg. SN
FERSE FiELg DA B P R RN g g B2 m] Y A AR

W=a+Bugd + Bwgd + Buwggrg9' + € (2.10)

HoAr K = AN [0 )9 2R B0 2w 100 VT R 0, 7 56 DL AS FEE M bR R . F

T (2.10) ARANFILHEES 7R (R (2.4)) 7I1&

1
A = = (Bugvar(g) + Bugrcov(g',9) + Buggcov(9g’.9))
1
=% (:ng t Buwg'Bg'g + ﬂw.gg’ﬁgg’,g)var(g) ° (2.11)
BAHE B BVEZAT A (=)» 1B, o BAFIZAT NI LD, B,y g4I
TR FERNZHd, BB, B RG R M, B, JCNEF R s, ik, EATH

Ag >0 HMErb—c+sd >0, (2.12)
AT (2.12) 2P R HRG, M HRG — 250 FAS A A1 3 A
DA

@ WHFAZEREL (synergy effect) WJ DLKECER Ay 2 AT TS ELAR N7 AL IR RCR BOZ EEAA & B AT WRCR
ey AN A SRR o SEIEAR I, IRV RIS mt af LERBIBA BB “1+ 1 > 27 B8R
@ HEEERE: BT R TR BRI, X EXTcMbIE L B4 S HRG P54 1 E XA .
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2w ) SCER RS SR KO R RN

A& IR T3 B HRG 1E At it FE A SR SR B mT gt (HUACHH
AN HRG BHIEGENHSRES, HAHEY EE HRG 428 TR, e
FAESL bR I B ERALE (Birch, 2017b) 8. #t52, HRG B (B &
) HRG) AWM, CEEIN (2.8)) XA EBIEEE, WMiENHISHELL KK
MPEE 2R, XEP—ET$E2 HRG My EH HRG Frigft i o 2R 2 s
—HE R R R, HXSLhR ERAAE R

— 77, {AFRIEY EH HRG Frb. cflsdiX =42 75 IE ok B AR R+
SRR A T\ (L 23): (1) rhb>0, ¢ =0, sd >0; (2) b >0,
c=>0, sd<0; (3)rb>0, c<0, sd>0; (4)rb>0, c<0, sd<0; (5
rb<0, c<0, sd>0; (6)rb<0,c<0,sd<0; (7Drb<0, c=0, sd> 0;

(8)rb<0, ¢c=0, sd <0. “5—J7MH, A& VY EHK HRG #=R4LH K5 7T L
iR E]: K HRG AR i F X =38 (AIEEE S MR, BE
FEREAN A B & BERRE ) 2520 A RIS, (Rlsd) Dy TE AN 8] R4 B o £ > X
B, BB —MCE B FEARNNIET b AR cRIER X, 53] )\ X 5

(Birch, 2017b) 8. {HJZ, J5—FhSEFET—Fh ik Xt BAS B, H2FE—Mud
ERRATGIESEPR#AE, JRAET HRG M9 &K HRG KA BB RAE, K
HAWZ b N cIFA—F T HEIRATZEH K — R 5 2R .

2.3 PRI HRG $2 L1 2K K R

WK 2.4, (A) R T —/MMEEFRTE MEZ A EAEH, AR amk
FraAHFE, AEFRAMERNETFAIZIER; (B) R4 (A) FIH 7 iZAEEn =4 2
g~ gMgg. R (B), RAZE 5 B2 B R R e = 2, AR Ms =2

15’ 3°

@ A7 H CRBI RO EAH B =N 0 MR, REHMATLHET HRG 197 FXHA T KA
i r Bk,
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2w ) SCER RS SR KO R RN

S
Q“-
@
S

(A)H (B) O] w D) | w
@ O

OO
O—0O

1.5 1.5
1.5 1.5
0 0.9
0.9

[=N=jelellel
(=l elel el
[==jelelloelel
—_ =
—_— e = O

K 2.4 — S 24

BAVAWEZMBEEE—A R, A R TP AHEZ R0 IR R
FoINEHS, A RN AL . B, —4 5T HA WAL EHE
g5, BHACRA RIS, A EEIES; M E — ANHESA AR 1R, B3k
X 77 o

DAL FE PR AR A [E BT, PR TR T I3 & B2 B s 2t 20 il B 2.4 (OO
(D) Fior. 1B (C) FRHIRBERZE MR, REU L MR TR 2RO R THER
RKKEIINEHES, 8 JIGEE K> 8 3 ATIRESRTE SN 005 1 7
IRBCRZEAN, DR R € SR 0 E HEGRI i o) B e R FATIIEA R (B8 4 47
AERFEAEN0.9. HE (D) FIRBIREMNEER R, HMERERRAR
HEGR Rt SR 100 5 BN O3F 3 TIRERTFEARTEN 0.9), (HHZRE WD 1)
N 2 LB AT SR PR R B 4 AT R TE B E N 0). LIRMEFEE,
RESRF BN EHL N #i = AR R S (IFMETE Nl 2 TR R F 1S
AR, N 1.5,

BAVHEEY K HRG X LA EPFEIEH 732K B0 KIPFMEE TEHED <
0. ¢>0fd >0, Hrb—c+sd > 07, HILEMISHY B HRG TS|
(7), BEMLE SGEIX PR T W 5] RRHR A2 e — 45 P 73 & i 1 [ 22 4L
BRI 2R o X AR AR A AT B B, BRAARMEFRAT T 1, — 4L AR T U7 #RHESR (Hp
99’ = 1) WA R R A & N FEGRIX — 47 i R s i ME— R 3R

SRIM, HRG X (C) Al (D) BiFMEIESA IR G AR W& (O,
BB G E bR T 0, HKd: HRG IR HEE S FE Re; x5 (D),
BAVESHE L b/ 0, Hki HRG I\ B HGE S FEMRRE . ATRIL, Xt
FR—AESHLER, HRG HHSEb MK LY K HRG IS b Al c AR
BAEPTREA, SRS HARL—. B (O AEE (D) RIEEAHE R TR
Y R HRG 288 70 B [F—28, (HRIE AR & B K EARE R HRG i 224 7>
IR AN [ 2 5 )
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2w ) SCER RS SR KO R RN

X Z R ARIEAE T, HRG 338 BA TRE AR b #1 [7) RN va ik 1138 5 5 273 5
o2 E 5 7 AMEAUT SRR B FME R DTk 2. VAL U, HRG 5518 3A 1 [H]
Z: IRTHIARIRESAR C, ERBOHIN? HAZ ! HEZRHINET B2 XU #
ZRIN ) [F) RS DR AL s b AT L, X IRATTA RSN S, ¥R HRG 4 REfR it =
XH2R, T HRG B R iR 1 1 .

PLERGIFRI, FRATAR 43 HRG MY &1 HRG $24L 14 B F— ke —
AR R, ENRRAE EARR. Bk, %K 2.4 (A P,
HRG A J£ (1) HRG F2AE AP RNAS [ ) 70 SRAE 18 6 0RE DX I BB AN ] 2.5 Pl
Hrb (A) JoR TN HRG XFEFEMRREN 7328, (B) FH 5T HRG 173K
BEAT LA, AR IR DRIl FRATTAS BE fal St i o 7 A [ 2H ZRME S g B
PEAIE B R TR AT B R R S AR HAHESE

() ELHRIE 2 FE R

NN 7] 23 4 AR

2.5 #F HRG fIy 1 HRG K15 2K LR

2.5 NEREAN S —RRE AR EERNE

E—TR AR R HRG AR ME— AT HER HRG B9 EARA . S2Br |,
BNEE BE, BA17E T DL B 4 A BEARY 2 HRG. 0 18 (Mathijs
van Veelen) %5 N\ (van Veelen et al., 2017) %IRRT T AT R] DALE [R AR tp 5] N
A 75 20 FO0I A B ATURF N FR) W (R R M2 I, 5 L b ok A R 00 7R R ) ) — R
M HRG —FERE 0 AN 30 837 o 1T 5 2, 8 T AN [A) ) [l A A A ] DA H 3 R
R A [R]— R Ko AR, DU IR AR ) P £ o — s T T A 2H SUE 48 1A A%
i, e AR — AN AT DAARYE FoA4 s 75 -5 SR A0+ 2 A 15 TR 1
I3 AHAE, PR IR AN 8] — B e i AN [F] 7 2R R A A AR 43K
AT Re 2z ia) s WIRAH— OB 2N PO RN e L) ? IR —T, JRAE E—"rh

O AFFHIEEE TiX— g1 (Birch, 2017b) 72 82 footnote 18 {1 ) 735 4 78 /3 A PRI J5 2R
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2w ) SCER RS SR KO R RN

B2 7 PURR IR ] B AS [R] — fsOR 20 R B Pl R AF LU RS AR E R R . FH IR BIX—
R BRANVAA AT AR 187 5 (1) 5 355 T DAk I%E Hh 02 R i ) fy it — e I B A K
ZEUGOUN ME— IR SHESE . M, TR VO IRA TR S 8 B LUT )
b FEREMG R, WA — MO W BUE R 2 R LR ? TR A,
PRI R ] PR R R A LA ZAHE ZE 1 J A A B SR LB BT R, 45 ALl “ )
RN R 28— PO A TR A TR SR, PO REEENNR A 2 P FEiE
5B HRRAR e ER . SEBR B, 1A A I R XL SR AR ) B
EE T I TAE R Az B — AN 10 4 B A AT LU B R 3 AR 5 1 4 2 i A 1
e, BEmGEE AT A LA

FAW, AT LURRE DL PN T L R A 5 I Ak 2 i AR T«

(D1 DU KGRI (o R — e 2 1 & 3R R4S B 1 % ?

(D2) MRIFDUE RGN ) — — B (Rl =2 ol & R AR LS € 15 TR 1
PR $2EEM 03, SElbmE T80

FRCLE 2.4 BT (CO F1 (D) Al fE4EE (D1 L, (C) F (D)
J&TR—2500, By RH HRG 72 fd A R AR A T D0 R ] . H B H
2, XPRE A S BT ERN . EYERE (D2) B, (C) (D) P8R
JE& TR 250, BISEH] (7)), Hdrb <0, ¢ > 0Hsd > 0. HFEdE, EXHME
LT, P EON A B AE IR [ AR HE— DT R . DL B LUELRE S & N5 iR IR
(C)v (D) WIFHETAENANARIGERE ERSLFART . SR, R IRAT R AR 4E 2
(D2) HAYH HRG 1 AME— K43 brrExt e 1347 e, BATE LI R el
3L EIA T, A BefR H — LR M AR ZE R . Bk, 0 RIRATETE LF B AL 2
Bk, A YR (DD, SFM4ERE (D) jE 2 HER T DU RGN 1) 2 F
— R GE HRG — 20D 1F A EL R R A 4 2 30 A0S T2 AR HE R AR Ay
1B

IAE S R R FR 7 ) — ri AT RE R RO B M. AN AT ey, RELERAT]
8 [ AR A A I E 22 (0 P AR i, et o] DATE dERR bR AR RSB R . R4, HEE
BATHIRE I FRVF, f 0 FH B0 R 40 03 IR SRR ) 4t 2 AR AT 20 28 T
AN, 4 (D) Wi Rk % LA CH .

PO EA P RUIET o 155G, SRS A )[R A Y R 00 e B 407 3 R AR 45 €+ itk Ak
TEIE, X RN SEBR I R — AR RS 2 1) fm 22 1T 8 2 FH L Bl ML R 22 3 50,
T FEA R AT AR AR LA . BRI, 51 NI 2 i T A% & v] B 2 5 S80S A1 1)
W, XK AT R PR A BT, T HBF RS HR, AT ERLR
o 56 1m] VA ABE 2R v () R 0N A B A 0T A I R R TR B, SR AR A
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2w ) SCER RS SR KO R RN

(Smith et al., 20100 BT 1 EMBEYIEI SR, KB H i e O B3 [7)
BN IR ZE BT 10 2 15 BrIisoy RS fBNIIATFea R, IXFp a1
AT A I B0 0 SR 75 (K0 DU R WU U 1 — e 1 U A X 28 10 21 15 Birif ot
AN 6B 475 SE =B R T

SR, B JE 2, BORWASCBAT S — A 52 W RO P — SO NP0
IR 7538 T RAL K18 2 B A B i s —— R D2t 1 B A B ot
(K)o BARGRI, ASCH) 1 ZOE s AE TR (DD BB ZE——BIMX — il
W AMEZRIEF. 2T MRTHZIE 4R (DD DEHE SN, i A3
FE ARt — 2B 1 A

2.6 KRE /g

DU RO A A FFIRRAS, HRS A) BAE 2R3+ RUR R, (HAE HRG it
AT IS R AR AR BN R BOE L, HAEM AR SOFANEE, HRG IR
EWREZEW . AP, HRG AMUAEH TLE N s 2 2560105, 1
HAE AL 2 dt A S H SRS B  R E% . —J5iH, S8 Ac AT ENE
13 HRG $2ftRMN Rt AT E s 55— Ji1H, HRG F IS b Mc 5 e
iy EH) HRG FHIZHOFA—3, 15 HRG AT BEFE YA ZUHE SR ) L fi 26
Z IS TRl AL 95 R AR o

—MEMERRFER, LRSS A HRG WRANME R 3, X HRG
IR AEAE #A5 BEAE 26 2.2 A ARG AR, TR/ 518 HRG [R5 JeHtE ) B4R
o B BWAEMRIE M S DOE IR U 1) S 5045 5 0 s gt AT ey (4R

(D2)) Z i, 25 MR DU 7R WO — e ki & 40 2 K3 (4R (D1)).
AT AR AN 4R BE B LEACA B S5 € At b 1 5, A7 B TR
MUZRF HRG P s AOFE RIA R B 25 22 57 o BRIV BCE SR 17— DU 7R i
T B RN —— AMUAE HRG, T HLA2 DU 2R WU ) 25 A — g 2
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B3R JCEREER. RGUERES TSR

EI3FE [ XNEREER. FEEEFES5EMSMAEN

3.1 3|5: EHSMRIECHERE)

B bE—F, ROHE T 0E G NS 2 G R G B DR 2R B g
BB A B B, IGREN R UE A EEIRA ST EARF S, T SUE
BIEFRZ Frh G — AT, B SCES FEER (N — PR e FE
R (FE R —MAEIR MG Z IR R, H 20 HD 60 FARDE /K
Feth )T S A FERAR IE FH DR AL 2 VAL LR, AT 3l AN ) SOE & T
ISR R AL SRR EEL, RO R F AR SRR BRI 1 SGE & R R
®

F AL AR 2 B SR ol FR AL AR I B o TR, RN LE R A
LTI ETE AR 53— Lo Rl B TR LB R B 12, NI A D9 AN [R] FE) i
% (caste). Pl AR AL I 2V B rh, B RGEmg, Wi, My
IS, ASON BAL 2 1 DRt IR A AL e Ve B RRIE L T o R #EA T 2L
SRR B R DAAMRAE  BONEE, B2 NG BEAta R0 7oA BT 3473
fi AR HIAE S A LIE K 2 2B B 2 A AT DR ) B AL VA S LR
YE &tk s B B R ERIE (major evolutionary transition) 22— (Maynard Smith
& Szathmary, 1998; Bourke, 2011; Szathmary, 2015), %R A B2 A4 (i
W) I R B AE T S B A AN (Queller & Strassmann, 2009; Bourke, 2011),
A L A

FL AL 2 E B I AN BT ) T T (ESCGERR worker, 77 {82 0
Ja SR “ T8 A NARERD S o B4 R BRI R o MR A B2
ANET AR RS S (BUUE, JECGRR queen, NJTAR NG RIS “iEf57
YERNARTR) T2 & — M B RABAT Oy, AL T AEHEAL Ak T AR AL . 20
tHed 60 AR, PUR/RESEH ) SGESEER AR, 0k R TR At &t
HIHEAIX — 2245 (Hamilton, 1964; 2 WASCES 2 WA IR fHKY, T~ X
T B PR R A P AL 24T AR T AN S 2t 3 o b AR L S )T

O AXTLEIFALIE “REERFREMBARMNR L7 M “ERINE LB HIERE IS 7 X FE AR
Z AR50, TRV ENTREUREM 1.

@ Bttt —MESED L EHEE AR S XA, BS5#AME (superorganism) MESHZ VIR i
U FS (Jacobus J. Boomsma) 17 &l (Richard Gawne) S iX /5 ML 1) & I AR 45 WY 7 VE4H 1 94
(Boomsma & Gawne, 2017) . AR NARME X AR SRS, AR LA M4
I
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B3R JCEREER. RGUERES TSR

T X T ARMBAT AT E, AT NS A I BT A BRI 28R, B
PR ISR G R R R, A RMBAT ARERT LASRAG AL B RS . X FhiE s e i ok
SR ) G 10 A 4K B B B ML R PR VR S5 20k 4% (Maynard Smith, 1964). 1£
A At Mgt b, dHER TIERSE SR RARFIE, B R R AT
ipriZea

SR DU IR ) AR v (R ARG JE ok 32 3] 1 Pk, (H “ SR RAE B AL 1
R B B A7 X A% O TR WA SO & B PR 51 ZRode 5 (1) SCRE 5 6
BHORE T Rk, HICRRT OGE S B MR SR PR BAL SR 3L R )
B RIGWIERR S (Queller & Strassmann, 1998; Abbot et al., 2011; Bourke, 2011;
Bourke, 2015; Queller, 2016). #ATfi, 21 #20LK, PABURE AR A% FKITF
46 96 JF 2 Sk % B0 6F 3 AR o M A B R R &) (Wilson, 2005; Wilson &
Holldobler, 2005; Wilson, 2008) . X — i Wt /& 2010 4F LK SGE & LR 1 2 4
LR I — A 2L 318 & (Nowak, Tarnita et al., 2010; Wilson & Nowak,
2014; Nowak & Allen, 20150 SHIRE, MIFE —I7 IS ARG R HAL 2V
A o0 B B LR B A 77 (Wilson, 2005; Wilson & Holldobler, 2005; Wilson & Nowak,
2014, H—J7 MW SOEA FEBR B S (1 k b s AR AHE DLS H TR 36 AL 2
PEFAAE N A6 7T (Nowak, Tarnita et al., 2010; Nowak & Allen, 2015; Nowak,
McAvoy etal.,2017). HHULTT W, AW 5006 S R AUE EoAL 2 VR A o i PRL2R
MEAESESE. FEEPROELME R UEEEH R MR GIEFEN s
H TS E A AW E T4 BT (Birch & Okasha, 2015; Birch, 2017a; Rubin,
2018), (EABATIAEAERIEE T IR SUE A B IS MR IR FAE B 2 vt A 1 A
BRI 1]

AR B T T Ak BE AR 5 5 R 5 Gk AR AU AL 2 MR IR kA A R DR SR RO |
SrBL FRHE VORI “ORGRE M IR BIAS R B AR P AR G B B
JRERT, 32T K B P A AR ) A WA A B E A . FRAGAE SR 3.2 TR IX PR A
FIRSES REBMS, AR IBD R4 R IBS ELRBMGA T EL R

(statistical relatedness ), FFAEEE 3.3 5 HR¥EE LA_E PFIAS [F] (1) 56 2 R BOME & 78 HAL
SRR R SR IR - (E58 3.4 15, FOR AT RLK RIE SR 4 R EH
R IE R 725 3.5 70, A IIAN “RBER (type causation) FIPEFAH IS
P (causal relevance)” LK “I#RAHR (neteffect) A 533K (component effect)”
PRALIX 3, B T S W07 SR 2 R B R AT A R Y] . FRIGAES 3.6

O —MEIAMEIR S (Tuomas K. Pernu) FliEE 22288 (Heikki Helanter® i8¢ (Pernu & Helanterg 2019a;
2019b) , (HIRIN AT 4> BT A B Rz H AL PE B R A ME A& .
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B3R JCEREER. RGUERES TSR

THEGARE, I GE SR RGEES B SR =F R R
th ] ZE A PP AR

3.2 IBD ¥ &E#. IBS FEEZREMELITFELEERH

FEDUE /R 1 (Hamilton, 1964) 42 H )™ SUE & FE BRI, A4 #5URF (Sewall Wright,
1922) 58 X “R R ZE (coefficient of relationship) ” FA/ESEZ R EP?, XHheE X
TNRESRG RS SRR — L R E B M2 [FJE (identical-by-descent,
Bl IBD) [ (¥ LI, FKGHAR N IBD SR R4 Firif IBD 2P 1ME
FLEEA B —E R 53— 3L RIS . IBD sS4 R B0EH LUkt . d =
R AW, FEAAFAEIESE (inbreeding) B, A IBD 3E4 R%UR = ¥ 0.55, YHH L&
Nk 8 AR SL FAE S B AR B B A ERARER S, SRARE 54X B iX
FERIERA R AN . LIRS R BRI AHIR 9], P A SR BER AN RIS, HLA
KL ERAT (BHIH—~ AR~k ak; MHIH—~BESR—~ R WIKEARZ 2, BIILAR =
0.5% + 0.5% = 0.5, XK, RIS [FEBEEHIR 2 B KL — - L] 1 5= R 2 A [F 1
TR T [F B A B ARAR T & ACH 1l BRI HEAL R AT RE 0SB BE AT, RIER =
0.5% = 0.25. XKW, [FEEERAIHIRIA] IBD EP 1) LG REA DY 5> — .

X SGEREBRM T, SR5 KRBk ERinT AR Jyf & R ARAT U s i
— AR ARYE)T SUE S FEEIR TR AR O N S DU RN, B e — MRRAT Al
T REERAS MBI C, A7 N EEZ B[ BNNIEEZB, BT HIRE REUER,
445RB — C > 0, WHiZAMbAT AR R 58 (Hamilton, 1964). 285K i,
1B [R5 [R BE I IR 2 TRl AT A Al AT N AT A e B 5D S5 1 AN a4
RT3 2 20 3 Na . N RITARB-C=05%x3-1=05>0,
UL AT ZAMAT AR T B . B b, XERAT N EREECEE 1 A4
JE AR A 1/20 2 PR DAL (GBREAMAET, mafisHOfF 2kl
FLRAE R AR E A 3 AN JER, WK (1/2) x (1/2) x 3 = 3/4/2E K15 UL,

© @EEFMTF, JE3L “coefficient of relationship” « “coefficient of kinship” . “kinship coefficient” . “coefficient
of relatedness” 1 “relatedness” &5 KB BT~ “ SRk RE” WA RMIETE S SO G — 38 “SRERE .
THRRIGU 2, X BN [] PR 5 S0 B VAT AT I B e S tH A SE BT = SORRES X ), AR 2 i 2 AR A
SOk, ARG RO S0 2 AT AT R BRIE I X A0 A R 1 Sk T R k. AT, BRAFERULEAA),

PR “ORGRE ZARU LA YOO, IRl “IBD SRERET . “IBS RERE M “HLHIRE
AH =M X R G R B N A S R I =Fh s

@ TEUWIRZ, DUE/RE (Hamilton, 1964; 1972) RIS EARNE T “RARE” HEEE
G AR RAFERL, (EARRIF R SGE & BEEIE TR G R BN A 1™ 4% 5 S5 7o

® JAEMKRNGX 7 IBD 5 IBS SR R GG RE R H . KERER IBD 5 IBS R R#H, NGr&knsg
RG R H.
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X E AR EARERE . UL AT I, SRR R TR mi 3R H SRR LI R
G IRFE — FRR IA BEALA,  6 R 3 SRR 1R S IR D

ek, BATHEFEZ ML (IBD) FURZAFVE (identical-by-state, H[J IBS)
X 4% Frif 1BS e A METC I B T 5 i B A A R B, Wi AME IBD
BERAH R A B A2 1T 1A% | IR A e 3 30 . AP T, IBD 250 IBS, fH
IBS g IBD. — MR ITFF & IBS (HATFA IBD [ TE & A AL I 2 (R 58 4
BRI A AN . 0, IBS SEZ R BRI AMALE F— 3L (A i
TRV TR R R B A A R bl . 5 SR IBS & IBD 2[R [ H [ 2 R %
%, IBS EZ ZBMMER K TEEET IBD 254 R H0ME, X2 M il 21
ZE 5t o SR, A SR FRATMBE WA vh B AT i S 1 3 ] R PR St gt A% | 3 [
HIETIRE, R EHEWRE IBS 25 R BN IBD R4 REERE EERTE? ™%
TR € SCE BRI, (R0 R fE AP 2 SEB I R 6« X2, SEik b IBS JE A
[ Ll A A A2 i o bR AR ) L R A AR BUHERA S (B, 177 IBD 2 (K g L A3
A S 2R 1S ST ) SRR . 2801, FRATTE I EH AR R A [F) AL R BEY
GHGKIE] IBD BE[R L AR 2 1/2, (R SERR iz ik 56 42 n] fg A AC BER B gt 4% 5
Zal /D MR . 3Eim, R IBS SEZ R HE SRS s B A A AR [ S A L
Bl SERRAE, 1BD 51 2% 2 BUsh H 502510 5 1R 7T e A5 58 S b F TME i i 22 5 T
HIREE T RiGE EA RN TONE . FATATCUA, fEEEEL T, BT RIEEL
HAF1) IBD R4 R AR [ ML AR SERR IBD BRI 1 bels T 7E A5 REAR AL
A SRR AN, IBD SR4: R BB & IBS 54 RH BITIEAL. IXPEE R, P
=S E 2 HEMS Lr), EEEKETAZRTHISEE LN ES.

Gt R /%5 IBD 4 /5. IBS L& ARFEET AR, 5 2 Hi s,
PUE R (Hamilton, 1964) $& T SCE G B PR ARF 1) DUE /RIS, SR FH
AR FL TR BRSO TSR FEAA 5 ) T 5 5 A 22 BRI M SR A A RE R
IXAFAFPUE /R0 ) FARAE B R 505 T2 T AE LA 3 S H - (Queller, 1985; Nowak,
Tarnita et al., 2010; van Veelen et al., 2017). Ak, PR SATRT I IR G A 1 4
J7, A58 TR RGN — BT, B HRG (Queller, 19925 2 WA LA 2 #H)
FHRIT ) HRG AV “rb — ¢ > 07 (IR, 11 LT JC 2T Al B i 4% 2 1 25 i it
S, AR A SEUY B IEA R R FEalt, P RERG R () #0E

@ 1T IBD. 1BS LAKAASR MRS REM &AL &Ik h DA™ IRV, AL BRIER PTG 2
AIX 73 REMGAE L EAT S 48R Z B I A - FROCA BIE R ARBR B L3R — A & B 5 SCAN X
70, FFRTEEA R KBS S

@ FAEDUE /R ) — T A RS 8, AR R BRI A 22 % U R IR 5 7 8F, DO & 1%
HIX 3.
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SRR AT N EEENE (g') RTATATMERE (g) WEIHRE (B,
V, MM ANGI RS R 220 E, ONFBE-DEEH. & AT 44
AMARIAEE, HA A C#- T B, AT AT BB, IE A RSN
LA S A1 1. 1RI0. HHitk, FRATILAPUHERE (g, 9"), BF(L,1). (1,1).
(1L,0)A1(0,1). i, FHEIERAN G AT A3 B A R KB,y = — 1/12, XAl %A
ENE RIS Se 3/

RUETENRE RIS T IBD 8¢ IBS 324 REEVFREAE N R SR 5 R BT
RIFIEL (Michod & Hamilton, 19800, {HZET RS RIS I A & E R HISLR
. WSHEMA (Birch,2014b) ) TAEPK MR V= B—, SGiRER/E
— E AR E N AN E IR B R T S 1, 1T IBD 81 IBS 35 2 R 80U E BN [FIFE 8
SCAEEARR R b, R 2 R CREAI R OEARE T IBD SR 280D 4
NBIED GNP SR G R R I — M T &, TIX M ER G M T SUE & FE B
WITENZ TR £, R RS MEHREART N, M IBD 5%
IBS SEG RER AT —HA AT NRBHMER . 2B =, SR R/BATLLN
B, A I SO B A A S8 Al ) - 5 B AN AL AR AT A2 B8l T
IBD B{ IBS SEZ RS R IEN . IXLEH K7 53R, LIRATRIE T E 44 M 75 20
FH U IR ) — R 2R, A R 20 R B M R I it SR 4 /50 1A
REf# A IBD B IBS 525 2 500 = BUAR

3.3 EHNSMHHAUMBERENUPIRSERY

AT FSESG KRB 7, T IRATE B B AL 2 VR B R T 78 3 X
M L ERISEG R HAHEDUE /KT (Hamilton, 1964) T SO&EA AL
WO AT 2 P B AR A 20 ML RE o PR ) S DU R BT 12 HH ) s A
PE{E 3 Chaplodiploidy hypothesis), RIFLA% — A% %2 Fpt 2 VAL 1) T E0KEh g .
FAHIE, B#E (Hymenoptera) EHUEATHAE ZA5ME, BEMEAMA R SZRE I K
BIAG EREAR, MEMEMARZAEINRK B & k. Bl —A—FE— K
[ROMEeRE, o Horp — MR T 5, BB Aok T (Bl W e 5 &) L) 1“6
J& 24 (coefficient of kinship) ” BUSEZk R HE 0.75; T AR ANIC IR L% R I Mg <L

© FFME AT fa ROy R — SR R - AR FE AR s ) CRAZBERBGELSRX D « MR, HiE
B 2AT R F S — e 22 A B R B b 0 SRR SR R e, B8 SERR AL & R B F{E (breeding value)
BRI it A& %™ Cadditive genetic effect) fSEFEFIE (Queller, 1992) .

@ A% (Birch,2014a) (LLRG@E D ATl RiGsEZ /30 (pedigree relatedness) KEOW BTFR AT 1 1BD 552
GREG BT AU S — MG S S R ERG R WAL IR R — AN 2 ) SRR ST
GRY AFFRLTEEER R IR X /3 I IBD SEZ R UM 1BS SR REL
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B, BMECLILHEZRHAF 05, Bk, FERESEFMET, HERTHOETE
FASIAEE, Fitcie s A8 B ORI AR T B 52 RAL SRR Xt iR
T AT T RES SRAEAEMERE R AL AL 2 o AR, DU 7RI 5L P 5 1) 55
G RPN IR IBD SR R4, R MA gL R EAHER, 5
bt =BTk . A, PUR R R TR T4 AT AR CANR & B
WA TR S)OEGE. B, AT DA K90 ) e e — R OBt 2 1BD

e EULI A, PUR R R IR R AR M e, Ath e 3 ik 1) 348
WHER A KESR AR AR . RE W, B AU i S AR AR R
7o B, FEARIHEY R BREZEBURE (Wilson, 1975) fELRiB+E 2
B IR AE S AR FU IS B e Hh SR S e ME — R RE TR H R R B A, R HA
A AR VAR U R A AR OCEE T 7EY . REEL 9B T (Robert L. Trivers) F1H/K
(Hope Hare) 47 /RETH B 5 A /K (R. A. Fisher) HITELLEEIR (sex ratio
theory) ZEGERK, FIKIELEFEFIO 0 o 1 B H b 4 bb B dr T 45 21 1 R 4
2B fE, BE A2 1 B AR MURE R R RE B SR I B PR ME— A BE (Trivers &
Hare, 1977),

V2 A AR TRVGR BB AR PR U A ) &, R 1™ g it vF
A% (Malte Andersson, 1984) 1EHZEiA 48 H T SO B AE A AR 10 1Y o ik
i, XEFE (D) RERG RS AR E B R AR H A2, Tt
SPEAEA A B AR A R 2 s (2) 7RV 22 4ot e S R B
W, W5 o 5 2 AN HEVESCHC, S A v [F) B S AQ IR AH Ik TG 1] (1) SR 2% R BRI T
TS H L )LEMES REG (3) —Le A2 VR S e R B i e i P 2 g
J&, W TR A JE IS 5 2 (R SE 2% RECK 2 BB AIG: (4) Bfs A PR e R P B
TN 5550 S Rt EE ) 22 56 W5 2 18] I AME RS B 96 300 R0 JE R A AR IR IS = BE W 5
RIS LE AT & T ) 22 30 15 T 1 AR SLE: LU AR PT Be A B A5 1 DUAM B MR (5)
AHE AR AT o, HAR T2 18] B SR 2 R BUR A R T AN B 1) T 5%
HE

IR B A AR U ) 5T SEAR PRAN IR A K R . SR, SRSk R
WHISC R AR SR Sk B 5 s R — S . %487 (Andersson,
1984) H Ot Tl ETK, LIREAE AR ROL S S, SRSk AR A2t 1k
BRI T EERIEH -« 2SR h T2 (Joan E. Strassmann) {E7KIA L.
G AR AN DI ATIR T, R R A S R E SR Gk R AL TR

@ BURILERILFE 7ML, e KR GOE IR IR JA SRR 25 ) (Wilson, 2005) .
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SER)SCFF (Queller & Strassmann, 1998). REZER/RH ORE T A% R 5T
HRG HIFRHF, ARATRF 47 4 & 78 1 10 A s VEE AL i S B I 5 2R KR T
WBARVETHE R IBD 2R R, — 5 MR G R 80E VR 2 P/ AR BN A TR
RAMARRARKIIETT, 55— 07 AR SR G R BN S RS A TR N SRR R R 1
AT . AT, KERHEFIESE | RGIEFEF IS T, BIAt 21 B R ng A AhAT
HFEAESRJE R KA, Ao PR R g 2 — > 2K (Queller & Strassmann, 1998).

Aid, BRE A MEARCUE B SR 51 BT X SR G B AR ) SO = WL LBUR I
AR RO TG T KR GBI AR IR S AL S PR E 25 ), IS
AR — SR AR SR G PR AR R MCE /R R — T S ((E AN HE
—¥ ) (Wilson, 2005; Wilson & Hélldobler, 2005; Nowak, Tarnita et al., 2010). {&
FRERNA, BURMMEIAR SO Rl m i, f Bt P R IR I & 320 2 3L F A
AHEAL SRR, MAEES R fudt, it ERMESEZ RECON 0, WA RE™
" AE2eE (Wilson & Holldobler, 2005). X SEHER I, BURMEMGRL R A&
fR7E 7 1 IBD KRG 2B ——RMEM MR R, REEAILE AR ket
R, e FEHE - E R IE IBS SRE R

BRSO BRI I ROR L, )T SO A R B M SR 2Rk R AR DT RF (Kevin R,
Foster) 25 N% 11305 & (Foster, Wenseleers & Ratnieks, 2006; Foster, Wenseleers,
Ratnieks & Queller, 2006), "BHRGEGIEFR MR H LML oc8E, B 0ES
JEPRR A ATAT R A AT, BURBMET SCE & e T B 2R 2 R B 2 3
[ SRR G R BOE — MR, H5 ) 98 2R 2 R80T DL T 3R s AT I
FLFHF=E (Foster, Wenseleers & Ratnieks, 2006). a2, AT ANAEER -
G Z BT RPTUCH) IBD SR R, 2/ EFEE IBS SRR Mk, AT
7 T BURE R T BRI B EL B VR R B0 0 1“3 7 F5k. XIFA
A, BUONBUREMIT U2 IBD 24 R4 MR AR2E % IBS SR REGEHN 0
WA AL SR B] T J15h, (BT R, RITRE AR 18 S 2 2 21
WHER, FREATHS IBS R4 REES 55 RN 5 2500 7 kg
Ko Ak, AL H A IR, oR R RS B AL S TER BE L IBS SR R
HERGT R G REBONIER R EEMTTIREE R, 1IEHAHP 1 IBD SR RBUE RS
A ) B B R A A7 (Helanterd & Bargum, 2007; Pernu & Helanter4, 2019a).

@ MATEARIRZ R BT 1BS SR RBUE R SR G RBAUNTIEATE L A5 BERAITI ] T 23R 1R
th HRG 183 (Queller, 1992) , Z/D AR M AH(E G it S-S RECR I — M) SOE & B3R R 24K H
MRS R E. WVFATFREEFAE KR T I1BS SRZ R AT LME NG SR 4 R B RAFIERL
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WHLE U, EMATER, BURE TR IBD 24 2805 0 {H IBS 2R R EUNIE
I RMEAE R Bl Re, A& HALSVEEL I SEERTEHLN .

R BB BT AT UKL, AR S MRS RE F h K X T E L 2 IBD
PRG AU RET SCEG EHERI SR BRI — B SOE & EER N 2
KM GRS /40N AR 1BD SR A%, HARD RS TGl 2k 5 KA 256
E SR

34 FEARBEXRTBERIEFRNRTENZF

(i 7K 5% A 22 22 7 1) AR H N 22 A B e i 17 R LAk 2 R AL o
2 2B PR A 0.4+ (Pernu & Helanterd, 2019a; 2019b) . A AT 5245 U R /4N
B (D SEGRBUE BEALS ML D BEAR T 51 () BT RERIEAA
SRR RERE, MERT ARG SR AR LR —ARAT A
CIAH BARIE R SRR R R R . AL, EFRANE s U m AR r, Hn2
AR 7E TABAT TR BE A B U HLIE T X 70 A RIS 2 R EOES: o AT 4E, TR MARAT]
(1) TAE R BB VP Al 35 2% R EUE EAL PR O R IR M AR S G i . TR AE
ARFBAE, WS G FSES R B0 S FAN 1BD SR A8, WAL s
RFREE X T BRGNS E L F TR TS 3.5 15N “HRIEAM
B PSP N e & S B & SR S S et R AR N S s B A T
W5 55l g6 FLAT 2 VE kAL SR 2 R A0 R SR A € R R RE A A TRDWE A

PR % FE 2 2555 (Pernu & Helanterd, 2019a) f8H, i 7 & 6] & AL 2
PERIEAG S B AR (M ARIE R B R AR SFIRERH =) REM. MR R B OUE K
FE R T AL LB, BN 1) g R A 5 J8 4 e st R 1 B
[z thist AL . BESRanutl, anSRiN B ARER R IR RE, ARG R BEH+H HR
AR 7S R R DT T T, HES RO RIRRE, REHL, 22 o0 3 ARk
BRI RN ? BURE . T FL 3 5555 4 R BR800 B B ok I 0 B %
BEXT IR VBE ) RO = LY. IS A 2= 22 B A AT e o6 FR IR UE 12 AR IR
M5t £ 3 (statisticalist) . AAIIFEH, Fiit 3 CENA B RIEF LIS
AR, B E 2R G R EUE BA S MM L B, ARG R L B A
B (Pernu & Helanterd, 2019a). FAAEA TS W2 iR SR

© WIEFEQE, XA FEEAK A R FEAL SRR b ok 2 R BN R A 5 30 b O 0. i,
HHEFAMKRIRT BREFEM G SR 20 FRAED) 8 2 AT, R IR IR ™ 45
I B X — ) L
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it 3 L Cstatisticalism) & — MG T H ARG AL 25017, READAE
FR R AT (Denis M. Walsh)« Fif B 2 (André Ariew) 45 (Walsh, Lewens et al., 2002;
Walsh, Ariew et al., 2017). RIFG T T B HIMPEL T (Walsh, Ariew et al.,
2017), AAITE SR 1E & BE 40 A T MAERIE A B (vernacular fitness) A RIE A (trait
fitness), Al &R —HARMER BRI, EHERIE MR URIAE KR, #—P
o, Giit 3 E K EHARERR X 438 T ik /R ik $F (Darwinian selection, fijFf “D
) FBARLEA LS (Modern Synthesis selection, [&i#% “MS %&EF”), BiETE
AMERIE G 2 R FEUN R R, ERERHRE G E R RN
AN AHNH, FRAEFTE ) D B2 51 A4 2 1 1) A2 25 J5 DR R e A
R AL, RAEEE T MS BRI 51 ARSI () et R MR RE 14 IR 43
HHIABA . Giih F SCERERR I, BTl “Guih 3 07 ExF AGE MS RS, B 325K
MS R G 57 5| PR B G v PR BT o AR AR AR i B R G RS, ANEE SRR
IR . D BRI ZSert 3 L E RO G ——IX — ST 15 2
Gt 3 SO I S FAR

PUAER M RS, 215 2% R EUAE A 2 1 3k A Hp () b A7 i) B 9 5 DR 0 W — o A
B2 WK, WRFBESU SRS R, BAHBIHEH MS BAFRIE, X 2R
N, MS BRI EORE RS R AR T HE AR M RE & B2, 1 IBD B IBS R4 K%L
AR AN BARAME Z R %Rk RN R, A RAENBARIER ST 6%
RO e — b7 S AT O B FESMIRAE 2 KA S b5 DR B AR AL Ak i
1T TAEAER . #Em, WRRASFE X1, eI CRS R e B2 Ert
WA ARRIRIR A D)o XA AF SR S5 A == 2R BB e @

SR, G 2R RBUFAEC T o6 4 R EE JAb 2 b B PR A 5 U B
AR5 3.3 WA, REGISRG /B RN SOE6E EHEWR I kR, 4
V2 X SEPR OG0 B FEE /2 1BD 562 R4 1M IBD SE4 REUR IR BTGt £ X
FRASGHH) D AL, Givh 3 S8 R O IBD SE 4% R 50t R4 o 11 56 58 R Re
WA A HA SR AE SR, B R A S Z Tt E U ES.
I, Gk 3 AL S BAL S R R VR FE AR TE R I, VR %5 A == 28
Al TG R E

X EAL VR B R I B SFE T IBD SR REL, BR T AR SE
PRIGOLAN, A — MBS B H . ISR Sl SCE GBI 2 5, 3R

O EFMRBMEE2EFETE (Pernu & Helanterg 2019a) $24EH) B ARG R R RS FEWH LT L LUK St
E XYy, RXAFREIFTR,

@ XEFREREERNRIEZF WP EA ST T ESYE, MR GT T Om 5 BRI 4
BT B B
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G R B 2 M A b B DR SR 80 AT AT TR RE SRR H SR S iR S At 2 1
AL, T SO B AR AT B B AR B R it . 81T, AR A IBS 24 &
HGIE G R, SRS B RE 2 DR A ERSENI . BT 1ER IBS 3%
GRS SR G R T VA UFERE X R ¥ ERT (limited dispersal) 5%
FRAT REITTRRER 2%, 10 IBD WG & 1 R J& < R AR IBS R4 RSt o5&
RBHI TR, XIEE B EIRATT UL SE IR BT 22K 1) (see Birch, 20200 @
MG XAE, ER) IBS SR RENR I RE R BRI — St a £
FRANMA JZ T AR S B B, AR aF B R T AR R G s A S — I PR R, IX
kg G ) MS BRI AMA R R 1) D AL B X . Rlitk, IBD 3¢
Z &4 (MAE IBS 564 REE SRS R E0 MR 5 R V05 5 R I /5%
GIABERE SR AL L 7 BB, RPN E A, H 54 K.

3.5 EHSMMHENTPFRERBHERNS

A, BRARFEAIUEE, BATKE T RIREfE IBD 64 R4 L, M#& 2% “IBD”
X—Frid. BIMFER], /R ==Z8F (Pernu & Helanterd, 2019a; 2019b) 11—
ME R SEG REE A PR B b ZEA 78 70 25 A o (X LS FEAHT AT, BN
TP 2 DA IBS S5 4 REUE HA S g BLEAE, TS REE IR A
TIRG R R BRI 7 0 56 . RHE T, fERER, MPkEfEiX—
e b P — 6 E i DR R B O 0 SR A R 7 0 2% A ) 16T BRI 03 45 IR B %0 1
Fik, FEIN CHERMHE SRR F IR A E AR5 3R PALIX kgL
(X 73 SCHEE AL VE 5 o 2 AR B DR 2R A 2 ) R R AN [R) SR D)

3.5.1 EARMBEXMERERFR

PR Z B R W SR RAATIT R I BRER g5 i i h g S “BATTA 9
RV B RGRABM N E 2 FEEAA SR AT BEE RS2 . 7 (Liao et al.,
2015) 31X —BRERE SCAER AT & I IR D9 22 5 3 5 (0 0 LR AR o G R B A LA
AL, RAT R I 5 Sk R 0K — A0 B R AL 25 P R DR A AR AR A X — AR e 2 W] 1)
DR, X AT DR SRS AR SR o oxeh A 2 1) DR R A B A

D HR, FWHFFMINEMNZEN (Gardneretal., 2011) KSELGEFIRICE R T SUESEL, XSRSk
P A — e TR NIRRT« BRI B EIEFR B AR R (E R XN . 3 I P g AL T IF
ANFFEHAD TR R IR B E RIE I (see Queller, 2016)

@ MR, MRS ZRE (Pernu & Helanterd 2019a) HRIHIE IEM IBS SEZ R EHIEA IEH) I1BD SE4 &
BT S BAL S SERR, X TE5E A X5 4 HE V& 5= L 1E T & 3%
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i BRI, AR (A R SORTE Pl i R R PR SR IR AN SR R AT R AR
(James Woodward, 2003 ) A i1 A8 & 2 (8] R AR A« R AH 5P (causal
relevance)” PCLRFIZRM I R AT X 75 5548 (J. Dmitri Gallow, 2022) $428 78 K] S5
BN AN RLR, TR AR B (RN ERL SR ARl “ 52 (influence)” ®. FRAEMEK:
FTASIREER RS . 2500 5, “WOl B SMBFRER R RIR. R,
SR, WERARIH, IR 2 AR A s o SR, G SR RA TR IR 5 5 A s
MHEEMEBE 0 50 1 B fHARE, IBAME RIS W AR & 5 e
A i R SRR OG22 /b ] RS L P M B DR SR G 2R H— R TRME 5 Bt ot AN W A
FECAME); HZRWH S EAS S (AR S B . REEEFATE
SEBRIGHL, HZ 5 FAIRTT A DI SR AR IS I 22K, ] B ke i B — AN AR 5 15 (1) A2
¥ S BRI 5 B R T, PERFH IR TEAE ok B S B2 — AN R
S

/0 IE Mgyl « 1% (John Maynard Smith, 1964) & HLE X, SE&IER
Fr BRI 24T N FAR B Z 18] () B R & R K S 250 M TR AT st s,
AR R G R P 2 ARV E o Xk, AR A P IR RS2 R = ok 4% R 32
FAIAT Nk £ ) SR SR IR o S PP IV 20 e IR 2 e I — R . Hoh i ARR
PR BURHY, Al 32 5K 55 Zode £ AE Bk 2 MR E A v S 30 1 32 202 W P 1 7R
(Wilson & Hélldobler, 2005). R H], XIFARTINFRG RIS HAL SR
REA PRIRAH G, T 73 DA R SRAE R AR, BRI A5IA 7 S Y DR SR A AE

BATA—M01 7~ B = 5 2 R AT Re oA W YA o freJE el (Francis
L. W. Ratnieks) 5[EZ— &% T./E (Ratnieks, 1988; Ratnieks & Visscher, 1989)
T, WEREAT DLYERR FOAT 2o MR I — A 31 B i DR T 1) B 4T 9 (worker policing)
R A A o™ VR O, e e TR . B b, AP 515 T
WEAE H 7 OPX — BT R AR NSRS RBUH KIS TR TR A, BRILESESE &R
B A RN AT . SR, BASHE S A S IO IR U R FRATIAE I ) 45
w, B R G RBUE AR, THEAH 3 DA e TR N A oRg R ¥ud =,
D) T ) M B AT R A, A4S TG BT 22 A 7 B T RO ARG A 1) S0 2 1k

FALEI B F IR 2R 5 R BCE R S FR B Al &GN (Foster et al., 2006; Queller,
2016). SR, XX TR sk RERA R KA 2 1R R BT o Xk, SCREE Y
— AR el RIS, SR RS R BUE IR TEE (Foster et al., 2006). fEFH A2 1%

O NTIEERER, WAL TR “FERMOCHE” BMONA TT IS . IR G RS FAE SRR A
RAKR, HORIERG R AR R FAE SRR, ERZ.

@ FEPTULI R PR AR AR, H5 X5 (David Lewis) S5 AFTHLIT “52m 7 & SCAF

3 (I AN ME— R [ |5 S
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B G, — D7, R SRR S R IR SR G RECK T 0, Bl Ae (kA
F AT AR H—07, SREEREASH SR, FERBSS/ DT
1, B SECEEEM ST G Bk, HAa A R e & 5 4
BRI HoRG RBOPER X RA B IR A 5, AT R sk &%
R EEMALR —NHEESR K. LR AR SoRE& R AR B2
A S TR AT, 3 200 8 0of G IR S A € BE A 20, FL R T RAGAE SR 3.5.2
RERAIR7

VFZ {VE 3 B B BE SR G R3S Hoak 2 M AL TR AR A 32 A DRI SR A DG
(Wilson, 2008; Nowak, Tarnita et al., 2010). N 3EZ REN B S M3
IR R OG &, R R T TE CERBR (Woodward, 2003) LA T, FRATT4%0
VIR 2R S ZF RN, B2 Bt 2 R At R R AR T X038 . 7R 1AL
PR AI RS, SR N SEGOC R ORI BRI R I T S IR R R .
JE S EC A [RI R i A BBk 22, DG PN AL IR T8 2 1) () SR 4 00 R BRaE, [F]IN) B4t 22
P B 2R At 2 B ™% . RIS N (Hughes etal., 2008) 5 MM A& RS REGE
ART AL . WA T, WS R R R R S NoE S R AU GVE T
BEW? X — R EEN, PO ERECEEE AT RS RS R AUmEd e
BT AL S . BN, AL SE AN (Nowak, Tarnita et al., 20100 $2i,
& 15 A P Re i J5 22 A HH AT 0 2 18 NG 7 52 A0 2 28 I AU, AT A2
PEIEFE I S B TR SE MR ? X — AR R AL, B AR & R AU R 2 HAb o
PEHEA A I B /D B 08 5 BB BCR B, B ECE SR R B B AL 2
BEAL TR G v AH DS T ke Z AR G &R

3.5.2 BFHRSEIYR

WA i ELARA SR % R B B AL 2 1 gk Ak 2 (A) 2 R R AH 5G4 3R]
BN, SR RAE EAL 2 VR R0 [ JE 28 5 THT o] RS 2 MR VEIRAE A, (E0TRs
SE AR R AT AT S FE AR R IR T o 30X — a5t A] DL PO SR R
e R4 LT B SR &4 RB — CRR K (BAKT 0), M4 REBRIE
B, SR RBR— R . PUF R E CAE AR E AL 2 1 A B e,
BT Aok T2 MR 280 T L 5 H LR 240, “7EHeE i FE
ISf 8 e 4 [ B HEBE SR A SOk IR — AN Gk T AR B SR K AL
(Hamilton, 1964) * X HL ) “ HEIEOUAIE " FAHMEAIRATE R WBRIREMIE
A, “HENEOIE FAFERBATE € L% RN AL M 2 W r] e B A 1
HERRBAAE, MR FEN— AT A RIS G BRI 5 SR % R AR R
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DIBRR B R IR ik, BB SI NFRORAH BRI X 5y, PG RS R
BAE B AL P AT R A IR R A

Z e SR (Hesslow, 1976) $efit[)—NE M RF|, —FhidEZ 25 B 5] &
FERIEIE R o SR, PRZARIRE S 5 R A, Hi P 28 2 24 DU fe 26 S PR 27 DA 1T 38 7 I A
IXRE, I P 2 24 A AR A 2 R) AR 7R 2 AR R A S 1 R AR B A%« T )36 3 2 1 2
K, AT DAE AT — B AR ORGSR, AT DU T A% B AR B RO AR LK
e A ¥F5E (Hitcheock, 2001) HH IR AR R BAG MBI 3 AW —J2H
i BT R R B AR S R S BRI AR, BRIV 55— SR [ B B AR I e R Ak
—ERARIE B ROR , RIS RO . S5 AR B AT R 7 A4 (path-specific effect)
(Weinberger, 2019). £ bR Z 50, b4 240 e 7E— 2% 4% A TR T R 2H 40 2%
B, MAE S — %A LA SRR R w2 AR AT IR AT 6, A LS
o BFEA LIRELRY.

IR EIRBAT, SRS R B SRR AR I BV R SR R AL
MR RCR . 2 CRFE TR, BoE% REOTIRGIEBRI IR &N, E%ik
PR B KA RSSO A MIAT A AR T EUAE CRIB /) o HEALII/E FH (Foster
et al., 2006; Queller, 2016, X THRHET N T, S5 REH vTER S 2 R
(Queller, 2016). [MJF/ET, EEAKMAELT, 1T NN 2 IR X LA
THE 1) (Bourke, 2011; Queller, 2016), HZE/EFRIEE FTHE BN R T RLE R
ek (EPCAB(R) C(R)) (Gardner, West & Barton, 2007; Nowak, Tarnita et al.,
201000 #ETT, FRATAT AR FERIE OL, R RA EAL 2 M R AL IR S22 AE [
BT B/CRTRIEE (TERLXE] ) ik, H5REHB/CHEALLMEILIE
A, B R B2 MR A T BEAC B R T R ROR . i, R BERATT [
SEB/CANVAE, AT UL H R BA S MR 0 20 20 R B S8 IE TR o 7RI )i
WR SRS BRORG R B E BA B A S ROR, mHvrE E kg /50T ae
HA S8R, W7 SR A 1.

ik, SRS RBAE S R FCTERIFEAIEMT, X2 B gt ] ik 73 4 R i 4
I 3R R R AR & G A R e . FRATTRNE, SR RECCIER A MR B2
(] B BEFPOC R o A SEFRATTRE PRI AN A 1) 22 R BRI A T 5 2% R 304 i BN R SR A
e, SR ME T ARG SR 2k R BT T SERR 3 S o W EBRATT P SR FH [l 5 7 o e R Y
RE T TR BEIT SR 2 R BB Bt S 2 REHE BB R Rk R, A EkE R
ATTAE VA CU88 1R 2 ik R Y P 2% 1 I 5038 T 368 5 EH 7 5 ik R Y L T BT T 5K

© EAA# (Weinberger, 2019) 7E B Z 4 7 AR ALEAAZCEE (total effect, KRB N 25 AL v BT B NF )
Z ST TR
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7, HLhRE SOEATERE A — AR — MUl R 2, B-R¥D (Okasha, 2016b)
T A 23 0 R R B, R /B T 7 RRES, s modF R E S E N
— AN R X VPR R A SR R A R R 0 A . XRER R, OR
G RHON BAL 2 L B R A 5 ROR R E B R R B, HEFEE— 0
TAE R Z H A ) S

3.6 AKRE/L

SRGFRHOTEEEA IBD SR R IBS SRERBMBRL R BEANFME
Mo FAL SRR S R IZ 0 2 IBD SR REE A St e 2B A
AR, XS R T BRGNS 3 OB K 0 B P X —
LW, GCNTX IBD R4 R B SR EARA ¢ T OR GIL BAE R FOAt b
e R I R A . AT, T SOE G BE BRI RE )R e — MRS I A AL AE S i)
O, HRWUZ HRG FHE S Gt 26 4 R EOF ARG 2 S &l RO 4 G 7801
Wo FEBNUEGEEIRIAEE 1BD SRG R/RETE) SUE & B TH R R
HAZER, RMESCRFH AT T IBD SR R EBHEHAL SRR R B 2R AL, w)
fE th A RERF T R G B — LIE B AL S Ve P I AR, T F AR ELR U
) SO 5 B R AR AN SR 2 PR IR REAL 2 18] 4 7T 52 1A ff B B IE S &R

Ht IBD SR R MUEHALSVER L R M (i — Bk iR i =, A
BIF 78 ROBESE A BO00T 3R IRZ IBD 2R & R MG AL 2 PEBEL I ZEATE 70 5%
o Bt — B MR T, SCRFE A IR 26 2 2 KRR At 1 7 15 B A2 AR
FHSRIE b, MO W BB OQ O SRR RR s SRR SRR G R BN H 7 RCR, it
PPENISR2R E R B ROR , Z T a0 el 2 DR 20 1 4 2 B 5 2R 4 AR B
AR AR A /i — DT
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FA4E [ XNERERAK. BMLSENERYE

41 5

z—'—»
&Y

=
(=]
Vad
7N

SR LN N BOK R e SOE S R

J7 S A BT AR ABAR WA AGE A A B AR TR TR T ARN
BT EAMMRAE R RIEE R OG5 ARG LKA R RE T3R5 b AT
1 E BIFR T R E S, B L5420 HARE & A B 6915 E Ao
ARG R ). X R AL BIRE R R MK B L MRt AR A A E R4 R
% . (Hamilton, 1964) 8

B b, 77 0&EE FERES R AMARAT Ao HAE RS E & FE s N N5 &, 3t 1 A
AT ] Be AN N & FE AR T 38 AT N ERI ) SOE & B, 34T A
o AR . TELL, FRAR R JePE DU RS H L = AN A . T 30E
EERR (inclusive fitness effect) 54T NIAMEE S E R EIRE. X
EEERAT) UGG FEARB IR MGG B @5 RAVR M G5 — 42

AT AR, X FRATTH B € BR 1A 247 9 B AP A T RR0E R A as
feiz P, BRGREANMA RS & FE N1, dEms N MER)T SOE G B2 1
b SO&EA AR . 75 R il R 2, | SOaEA BRI SOdA B2 € X
HEAMEJZ R E, B TE T R MER)) T )& & . R, JATATLL
WK XGESE (mean inclusive fitness), BIZFREFH & —AMET SGES
FERTE AR SE . kSR U, MR DR R H BBk, R RS T s Rk
I ERMRER T SUEEE, AR AR &S,

JEPUE R O R AE AR T 5 EE AR I IR S 25 A RE AL, W2 M
B SOEA R A OB S, JFRJTKRE TR . 8 T, 18
AR & A FEBAR AT AL, AT & BONRE SIS SUE & T R ik
AR R B bR & AT . 4%, A0 E IR 17X
8, FEEJTAEX)T SGEE s KA BT e RS 2L« PE % 1E (Grafen, 2006b; Gardner,
West & Wild, 2011; Okasha & Martens, 2016 ).

BRI UES FER AR BGR ) — 7 T 75 BRIV R
(Okasha & Martens, 2016) ilE | AE AT RTINS TE R X & & B A2 f R,
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{EAESCATANTT NG T R T S & FE e KA BE FH DR 7K R ) — e 21 21 3%
P, MARATTRT AR “RERLZF 1979 SCAS” O &/ A] UAEARAT T 12 B 1] 5 10 SCASFAS AT
PR N i RAEI E b Ba-R¥D (Okasha, 2018) A (AL A it 34440 H
Fr) (Agents and Goals in Evolution) W3 1A A1E i B A4 1 L 18 SCIRAEIT R
A, FEWG T SGEA LR RTHE M Esh # B4R R Tk, A, BE
WX T A b PR R R R B 5 L e . ARAE AR E X, B —KnReshE B4k
TR A VAR E R E W AT A DUR P RER 2 5 mh B AR B 48 55 —RReah#
AEFEN BRI BE VR AT AL Bl AR e A B =4k . BRIV HERE T X
TGRSR E BB R 1k, MU NI EE —Kaeshd B4k
Ko

PAN N BARYD 0 SE B B e KA 73 B 72 G R] RR IR, il i, i AE 18 X
B B KA 0] RIS e 2h 8 AR RS 1) R 5 At et e 2 2 LAERE & 11 58 X AE
B TT RO JE o AR FEAG S IR BRIV T SUIE A FE i KA 2 i i ] A
SNRESNFE AR A B SOE & B RIS 7 20 7258 4.2 719, FORHe S
RIS T R R SO&E G BE R A A ST AT In B4 T2 B0h fai Bt B AN SR
25, ANNE L EAE IS PTG — L0 WG, DU B fE 2200 51 B R 115
Wo FE5 4.3 1, FIGEVPAL BRI X SCAT AT T & & FE e KA B A G 8
IR o PEKE R RAR T AN 2R = X BT SGE A NS i KA AR O R, Sl R
ARG RLSE 1979 SIATHER R TAEH B RRIBEE . 5 4.4 TR AT /NG,

&
4

4.2 TARMBRETHI XNEEERKK

ST AT IS AR — A 52 2 (0 SO AT DL A EL A NS 2 AR 1 S A
S A 1 2 R A S SRR R g i . FRAEBLAR ER A R (Okasha, 2018)
PR, M E T 2 RS RIS AEAT HLAR BRI IX AT B T LA
e W f 3 R O B e SR BB ISR AL A MA (A MBEFAMAE (), XLk
AU BB B BEAT [, Ferh Al AR DL B B ileas 9 AAH i s RS2 o, T
F AL AU 22 32 Fe A A ] BE T AW 2t 110 AN AT IR ARAT AR o S Ab T2k &
R XEAMRRT] 2V (@ ) RARHEIZ 7 R AR PRSI, BT 3)E 1SR ek
NNZAF RMGRIBUE Y A 8BS, RFRENNRM, K41 oR T —HERTH
HISCATHERE, HerpBRICHIE. ERE], £ EMAKRB — O)oR S BAMN (=0)
AN BHTB > B —CHO > —C, tRFMESAY B ZE RO, A

@© EHE 46 TUTIRII I 8.
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Bam JCERERAE. RIS RESIHE B4
RN KBTI AT o D9 1 IR TS RAT AARAT 9 T BE B A IROH . AT &
FEAE IR 2 o

# 4.1 IS MAS AT (see Okasha, 2018) 122

R GO
49D
A S
A B-C | -C
TahE (D
S B 0

WAERATIINT SCEETEU ) IR SOV, )) +rV (i), Hfr s
SR 28 BW b, B THRGEE SRTAT 88 B S B R &, R
W HAEAT B B B UaR B RIS DAr VE N340 . AR ZE R IRAS X S 2 R AU 40T
W, MRGIAN—NEEAERE, RIFRATER b2 gt i B . T 0ES
FEU G, ) WEEAE R AT IO . SRR 4.2 Fin. TEERRE, %€ XH
PUE K (Hamilton, 1971) $24t, 1 X5 PCE /R#T (Hamilton, 1964) 546 5E X
Ao Z LM RIX AN E X, EERFRE S5 AT HEA R A 5 B
XA E LA — N EE X, KR T SOEAREHFAZ R TAT3)
TR, WYL, T RO, AT AN RO RIS R AL

242 WIMEER)T OEEFEEZAH (see Okasha, 2018) 124

Y@
U(,j)
A S
A (B-0)(r+1) —C+7rB
iTahdE (D
B—-1rC 0

R 43 BHB SCGEA FER - #4555, (Okasha, 2018) 120

rB>C o Atk = (A, A) & ME— g 12 1
rB<C & S ik PN (S, S) & ME— RGNt 21t
rB=C o Ltk o FITAG SRR TR A SR 1 2 A A 25

f s BN R EUR , AR DUR 2 2 s BTSRG0T 2 o FRAE LM 25 5oR 4
W, BRGNP R RIR 43, NIHLIAERE, RATITLAIERIE 4
FIPCE /RGN, BlrB > C, "€3RIE 7 AT AR T SIS R WTLEE
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(R, MR RE B ST AT . BRI AL S BRI R IR 2L Al
AR IX AN BT

ARBEHFRRTAN], o IR AL, AR LWL TR A
iy, BEANEF, BAREEHRUAS THITAAEHRRILA TR,
KRG, AT AR, BB F e H L E S5 LR 426948 R Aast
Ko 4o BREAE, RAVT AF H 48, s F 88 huik & LIFAFA2 K B
K AAR & 69 % B 4. (Okasha, 2018) 124

AN N BRI BRI R T avAH 38 BT i) R R 45 IR,
AN R ) 25 SR AR B #2 o WK, EANHE I8 T, B4 535 U B R AT
WTHERIRIAT R SR, “HREMAT N7 X B EARE & X, e R 2 “B
OIS N AT N7 BEAL, B B TRAMB e (7 T 2% 22 SR a5 KA R 80 Bk 3
EEHE XA REZ RO =AANEMNE, HATEESS5HEMEEKEREE,
FERT AR AU A2 A PRI o 3X — WS 70 2 T FRA T B f) ] ok, (R e 2/ 3R B
RO SRR — DB ECR AL, X B RS RATEER B — M i R A2, FRA114
ANBRLEZRA b T A B I AR AT AT ¢ T I KAL) Rl . — B 74780 K&
FLRERY, R R BB R T, AR A R T o sAh, BARFRH,
MIZAN X B, R 1 FRA T B . [ AR K (Hamilton, 1964)
IR, AR KRR P SUE G . ERIEFREmN A M FE L,
DAL & AT DB IS [R] AR BRI AR AL AEAMA R TR b, FRAT R BB ST SO B EAE
AL TS AT I IS B SRR R T o VIR T DN TR RIS, ABATT 2R R Y DA AR A
—EMRAA BRI KA. 2, MEARE SN KA B KAAT NI A4

A NUEAGE A B R F AR FEABEHERR A A AR AT e, Sebr b, AR
B-R¥p (Okasha,2018) M X, fEIX B —aeah# B4R 0TI, MoNsE
—2RReshE BYE 2 or iR T S AMMCI B . H bR SR AT N RIE A S
RIPERFAE . FEFRATHI R B, 47 N RIEMERAROLH, RN ST A2 e 4
P s A IERIERRE, BN E N R KA ¢, B REEAE RN R s (I
HASERAL) —— XA R BRI A S fbs BRI R, o2 BRI A G0 1
SR BRATVLF- 38 A AT AT 22 4 48 7 AN A FE R s 440 2 1) H AR T . R
b (Okasha,2018) **7&ik: “IX— ‘Hix &5 it MBS AR, 7
—Segb bR, AR CBAR BRARE e R R R i A
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Fa4m JGEEERAN. mSResh#E B4
8K, BAR SRR —REE sl B AR AR, BITE AR
FRAM B AL M R B AE PUE R, (HIXFP B ARG — M PR E SR A 7 AT B A ok
tbo VERUFHE, WA ER YD (Okasha, 2018) XThg i35 ik /R 3 XI5 H
VA, #5225 (Grafen, 2002; 2014) 57 T —MMEFE- RN MR, X 5ATHIT®
BRI R AP B AR AR . R B RL2F R o, B AR — PR AL
F1% )55t AR 87 B —— & 54 FH 5 SR B R 34T 44T -
wi Wi
Ap = cov (pi'W) +E (WApi)o (4.1)
MR BLR VDI, RA AR RS S 5 R AR U R, AR HL55 1)
B OL, X ERE FREBURE > R IREN F AL PR R WAL, R HArgi—
PEAFEIG 2 . IERIBIIRAT R UE S M ZES]. B-K¥ (Okasha,2018) i fi
F a0 R A% 238 i B 7 FE SR HE T U ()it AL i 2

cov(w;, p;
Ap = W . (4.2)

Hrp A WS IR T AR 2P BB RS AT, e ZRe AR
75 SR HAnge— 12 S 2R . Ik, ERATHR R G, A T B
H b5 5 1 SRS — SR RESh B MR S B

4.3 FTAMEBER T NEEERAK
* 4.4 A ISR MESZAS (see Okasha, 2018) 77

Y@
V(i ))
A S
A B—C+D —C
TahE (D
S B 0

FOEAE R VD (Okasha, 2018) 17715, ¥ LR AR Y 1 B A S2AHAS AT N2 431
R 44 5 T RIET EHIANE AT L2 LMD IRIRAFED RIS, P A BIA
PR AR ELAR I HSCATA el it B2 IS AT B —C13 31 EXFIEIL R, rB — C >
O FIE A BY%EL S BULEHEA (5 DL SR A, BRIV 22 23 i th U5 7R e A AE A
PRSI T AR (e.g. Nowak, Tarnia et al., 2010). h#E44% A (Gardner, West &
Wild, 2011) TASNXS P R B _E R HE VPR ANE 2400, FHE sk BATTAT BLHE I
S RGO U SR i A m) . AR A g% N (Gardner, West & Barton, 2007) ]
ik, AT LS AP S 5bMic, Wi R k.
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r+(1-nr)p

b_B+1—+T' D (4.3)
r+(1-r)p

c = _1—+T‘ (44)

HrbpRos A BAMELER AR IE . 25 B € LR KR~ irb — ¢ > 0N
—ARDCE RN, 1By A BRI Z p b HE A R R B 2% o FRAE IO 228
AREANTT, M R$E S BRIV 17X M7, BIGI ANb eI B — & /R B
W, DA ST AN RTINS TE R B DI e R o AT 38 31 37 A 5 FH
FATATLIVERR, hnfEgh4E N (Gardner, West & Barton, 2007) 1% +7) (Okasha,
2018) HRVEAE H e Lif (2T, XN iZAL VRS AL o W HER:, S R ER
I ZEGI, £ B AT R e X B E—Kaeah# B4k,

LAE R F B KD (Okasha,2018) 1) TAE. AnftBE I T HIs LT E T M
R L DL SO B B KA AE S “ e s BT . B ROt e LA
X ASE FH — L IR R U SHeHE 3 280 FH R B,k TR RS A e KA S B . BRI
AW (Okasha & Martens, 2016) R AN 2K T B €. DIk,
BRI T A 5 R R p A N S 50 b Al e AN L H ILAE 2O ek B0 o (H$2 H X — BRI
AL HANG R . PR b, By C. DR 2 JA TR R £, Rt SRR iR
BB ST AL AR S, TR R —AE . RITEA RS F R R —2 D
LA R A B B AR A pR i, DASEIRT RE I B R A o [RIARIRATTAE S 4.2 75 rhoxs
ROH SR U R A PR, FRAT T2 A A5 R B i KAk R 0y 17 S I B R AR AR
FRAH D U 2, T IR A BRI AN PR T 24 A &5 2R o 2R 3RATT R 5 18 Ak 58 B s (1)
o Baptad— AN ESUTATTIMEL T, SR A R K 2 A &
ST IS T TR RAHR . InfEgh S5 N (Gardner, West & Wild, 2011) [F] i
BT 0 AT AT A BN AU 56 52 A mT LS AR A ¢, FFEREI A 1
g% N (Gardner, West & Barton, 2007) B TAE/ENIEHE . X2 T ERIR A1,
DRI DA B AR FE Al L IR BN 25 P — 28 5 A G R R R AR IR H I, a0 SR A XA,
B B A p A SE 78 M A R Bh i As &, ] DURIBROH B KAk, it tndfe, FRIF
LS S N S SR IWAR 3 S N A h s SR O

BARYD X SOE A T e KA 28— s RO B WA S L) X — RS A
se i, TSRIATTUNS A AT AR 7] 877 20k 2 s E0E XN SOEA T (LR
4.5), TR 5 BT 15 2 351 25 B S i A 5 2 L 45 AN . X AL
BCSEbR EA R AE . HERE)E, BRI R EB0E OB “Whids 1979

@© XNt 5 2 AT HRG £ PP S50 B3 Ak 2B T N ke E 3.
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Fam JOOEEERAM. mtiLS ReshE B4k
SAT”, R - BRI B R T AR EAL 1. RS RLSE 1979 SEATIIE UNU(L ) =
V() + A =7r)V(3E, ). KAIZE X RIER 4.6 F1K 4.7 s,

4.5 AAIERET SGEEEENRAH (see Okasha, 2018) 13!

R GO
Uud,j)
A S
A (B-C+D)(r+1) —C+1B
TahE (D
B—1rC 0

K 4.6 AAIERAERBLZT 1979 SAHEANRAH (see Okasha, 2018) 13!

R ()
UG, j)
A S
A B—-C+D —C+rB+71rD
TahE (D
S (1-7)B 0

F 4.7 FHBIERIZF 1979 AT 3L -2 BEE: (Okasha, 2018) 132

(A, A)RME—RIgh 11 = A AL E [ E
(S, S)A&ME—[Igh 3517 = S @b 2 [ e
(10a, Tp)seME— IR 13 i o ip = m b MR E I 2 35
(4, T~ (A, AR, SE R IE o fEp = b IR E N 235

+ _ C=r(B+D)
Hepimy @a-rp °

B EROZE R, A 1979 SUSAGE T SGa & AR REE & X (Allen
& Nowak, 2016, AT SUGE & L i KALAE BEATIIR 2 TEIRH -

N5 RS RIS A5 1979 SIATHISFAL . — > XY 22 s A8 SR 2 280 R 2
A Ep, BRI RIS AT R R A B B R E ) . X — i E g ?
FF LR BES B . BRIV AT BRI AR RLIF 1979 ST — A E R A dx, XA E
BFELZIE E A AR AN R R KA AT RE . 28100, WERBATA B &AL AR, X —
RN, TERNE S EREEIRRE s F YRR, EAEXMTEOL T, “EE” W
ERZLE S BFopfUE
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8K, RV T R X — R B AN R, (HIX Rk H bR s
FEAE L E 1o 1% B a) @A T RO eR B ATV . A SRAMA T H bR 2 [ 7€ 1
IS4 B KA AT g () AR BRI Nz 2 55 [l E . ik, FZRmght
P AT ME— 1), A5 AT BN R AN E B ARS8 TIRA R 8, ghim e A A
—ANEER B AR 2R, A SEPENEERE R A TESE . BT AR ZR B E S B M 1
M1y, ma)~ (A, AYFI(S, S)ERZ NI, p = my P AEME— T RER AL S ——
Yp = mye ARE R Z AN, AR S AR AT R b AL B [ e R, BoAg kb 45 Rk
Tl BUE . B, FRATE IR REIEEE: — M RAR BRI FE 4 p A i i K
I EFRISEL B4 2y, mh) (A, AFIS, S)ESRH Il , sASH EE
[ E FRs 73— U Vrp R RO sR B B, (ERD (8 dn b g A - R B R R 2R 4 5%
FEFEATIRAS L DL E — N EDE R B bR, BATIETFE S — P HEp Sm, IR/, DL
5E FE RIS H FR S PR 28

BNk, B reshE B A R VP L BN EE . RIAEIRAESE 4.2 )4
B, BATE K, ESAIARTINREE T, 55 —Jaesha BY4Er N HES ARt
TN HILFEAHAAR: BARS R SR 1T RIEME SR RAL; &
LSS AR HEAL T8 BN O . FEFRE R, BR¥D (Okasha, 2018) XIS AT ASHT AN
TS N IR B e s2br B 558 —28REsh 3 B4k QidEss —2aesha B4
AR, REMPIERA IEMEINENIX — S RN T, RRSHES
[ 5 1Y), DAL AR 306 45 P DA g B S A A [ F0UE R e IR A kAL, X — i R B
I XOE S E BT R ESAIATTIIREIE T, RAM K 1979 324+
BT AR 1 IR 2 X 2 T FiE H bR 28 28 Rean & g, 48 R V6 I PR T A7 76 Mz
— YN I T o

B[4S AN FL 3T (Allen & Nowak, 2016) 20 78] SUE & E RS2 SR 2 H T
AR, AGE RS XTI R, O AMEEAMEE TP SO&E
HEE, DL GD BRIBEA S IEMERIAF G s R SO&EEFE.” 78 (D
o, AT R EAR R SOE S FE R AR (HAE 2 AT R H AR A . il
IR GO AL B LR RN, X2 ST AT IS BT 1. 7232 AT
IHETE T, 2/ DEIRATIEE R, T SOEA FE R A RRASEAN T D8 /K15 (1964)
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