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0.1

0.2

BEAFIH
EVFOEARE
BIET (gene) ¥ 1t AWPEIOMAEE B DREBBORIIT, 2 OREG ATCG ORI, H3X > 2 TTH 5,

BEfiI (locus) kid. H2EBIETFONET 2R LOMETDH 5,

FWIDEGFHLLIET LI (allele) &, [FUEENICTHEE LB 2EBOBIETOI L TH S, HlziF ABO RIMHEH T,
EIETAYBYORBMIEBLETFTH S,

7/ L (genome) &1, RfEDty FOFR/NEMTH D, FFRFIGEEEROBEROR/NAMN ZIET, & FDOHE 234K
DORR (B XRUZ ZITIEET 2 BEHER) 2167,

—(BEH L < IFFBUE (haploid) &id. 7/ 411y b2 LR2EMEDZETH 5,

ZfB{K (diploid) & 1Z. 7/ 22ty b ORZEMEDOZLTH S, b MIZMHATH 3,

BN (meiosis) L 1d. FEOKEDETICHR 2 X5 BMRIHRDOZ L TH S, b FTEIIRHEFEIELRICITDNS,

ffEF (gamete) & 3ATEMIETH o T, AL TR ZEL D DD L 2T, b FOEMBTFRINPKEFTH S, Z
Nold—HETH 2%,

BEaFH L IFESHE (zygote) L3, FLETIMEL TTELMIITH S, b FOESHREIKBRIIIZHEIITHD, &
WETMEERTH 2, b MAKDARITIIEEERTDH 2,

HEIEIEF (homologous gene) &, MHEIZRRAMKIIFET 2BETOI L TH S, HilZ1X ABO KA T, ABHY
DNIHABEET A & B 2HD,

BIEFE (genotype) &, KD FFOBIZFOMABDOEDZ L E2F 5, RO METOHIT, AO DFFFEH & OA DFf
BHEIZ, DAL AO DBIEFHEEZFEOLE 5, FHIEETFHHE (gene frequency) LBIZTFAUHME (genotype frequency)
DEVITTHEE,

REESH (homozygote) L&, “fEEREMIBOTHREBETPIELVWS DD Z 26T, FIRD MR OHITIE,
AA X BB OfEADZ 5 TH %,

AT OESK (heterozygote) ki3, “EAREMICEWTHEERFORRZ 2D DD 25T, #idO MK OHIT
&, AB X AO DfEEDZ 5 TH 5,

F2E (trait) S I3EVIRITEVMFENRBOZ L 2E 5,

RIZA (phenotype) &3, AVNTEBRICHN S IEEZ T, AAOMKEOHITIE. AA iR 5 T AO fERDRB
B HIC ABITH %,

AT REGKR XY ORBAD, FEHER XX oz e AUHE. 85T X 284 (dominant) (B). Y ZE%
(recessive) £ E 9,

NZ7O4% A 7 (haplotype) Y IZEET O RITBNT, AL LZIWELE DI EEF 5,

A X (recombination) b L { IXEGHIEAIRZ (genetic -) 2 1E, BT OWMUIDZ D@EHPTHAZD S Z & %21
¥, FICHRIREADH TITON S,

EHA DAL (evolution) &%, EHINOBIETFHENIZLT 2 Z L 26T,

EARDBESE (fitness) &3, Z DAL —ED 5 BITEKRTFORD 5B, KIEROKIET —ITSINT = 2 HKkO K%
&89,

BAAERS L < [EBAMK (natural selection) & id. HIGE DA ITER L TRZ 28D Z 267,

F<HVWLNZHF

x DB f(x) D 29 DJE Y D Taylor R (Taylor expansion) & I3,
1 1
f(@) = f(zo) + f'(wo)(z — z0) + af//(ﬂfo)(ﬂlj —x0)* + QJW(%O)(Qj —x0)’ 4+ (0.1)
DI LT, |z — x| PMNEDRHICHWSN S, FHIZ 20 = 0 DIRFIX

7(2) = FO)+ F(0) + g £/ (00 + 317" (0)" + - 02)



DF%Z L TED (Maclaurin BB (271 —Y V&R ; Maclaurin expansion) &WFHINS). |z| BHNEDRHZHWS

méo
IHhZEHWS Z T, |z VNSV

1

—— =l4+z+a®+a’+- -

1-—2z

1 =l—z+a?—a3+...

1+

1

:1_ 2.2 _ 13..3
T om br +b"z” — b’x” +
I+ax B B 2,2 2 13y.3
1+bx_1+(a b)x + (—ab+b%)x” + (ab® — b°)a” +
REBEIND, JSHE LT, BRI |z, |y, |2], |[w| DSFRECHB/NER S

l+z+y

7%1 _ _
T +x4+y—z—w)

(0.7)

(RTELDOER) RED D5, BERL, FEKDO VNE X OFFEZREH LT, o =62,y =0y, 2 = 6z, w = duw’

(|6] BBUNE. 2/ y, 2,0 BZ D TERWV) £FdE,
l+az+y 1+ +y)o

14+z4+w 14 +w)d
THDH, 2D LAK (0.6) THVIUIERWLHTH %,
e nfHOE X;, -+, X, DFH (average, mean) & &

DZeTHDYH, 738 (variance) & iF

DI THbB, TEUL 2 FTEH L 2 HNT
2
1 & 1 — — -
var [X] = (n ;XZ?) - (n ;X> (: X2 X2)

EHHEIT S,
o nHDEDM (X1,Y1), -+, (Xpn, V) DEDE (covariance) & 1%

cov[X, ¥ = - (G- D) - ) (=X -0 7))

DI ETH %, HOBIIHEDFH L FIDFEE AW T
) s oo
LHFHT D, X & X BHOHEIE. X DY
cov [ X, X]| = var [X]
WCEFELW,
o a,bc,d BERBE TR, LIRDRKDELD 1D,
aX+b=aX+b
var [aX + b] = a®var [X]
cov [aX +b,cY 4 d] = accov [X,Y]
X+Y=X+Y
var [X + Y] = var [X] + 2cov [ X, Y] + var [Y]

cov[X +Y,Z+ W] =cov[X,Z] + cov [X, W]+ cov[Y, Z] + cov [V, W]

(0.8)
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Y @ X A3 2 ERRE (regression coefficient) & 1

cov [X,Y]
var [X]

byx =

TERIN, ZOROEFER (regression line) &

y—Y:byx(l‘—X)
TRIN D,
X Y OMEEFRE (correlation coefficient) & &

cov [X,Y]
var [X]/var [Y]

pxXY =
TERIN D,
S uy 7 0? DIEFRS P (normal distribution) OERZERE (probability density function) 1

p(z) = V@£;;§ {CEQUQOQ]

TEz6N 5,
ZODHEREH (stochastic variable) X, Y ML TH % I,

Prob (X <z and Y <y) =Prob (X <z)-Prob (Y <y)

WETD 2,y I LTHRDIDZEEE D,
ZODMEREM X, Y »N iz o, HifME GEEE TFT) LT

E[XY]=E[X] E[Y]

MDD, X SIAEEDBEE f,g 1T LT

Y URASR
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1 WILEEFOEILA1FIIR

(AEOHEEBEr M) ASTIIIWDBEFNER (Fi12790) H2EEI2. ZALDBEFOHEENERYLY v dIcrn k>
WKEDLLZERTWL, AKETHKS F ¥y 7% Fisher, Wright, Haldane & % HU0MZ 1920-30 SEREICTEE S h., EREE
DS FEN THIMW TS TH 2 L E o TRV,

Rifflx t 358, BEREIRTt=0,1,2,--- BB ETFHEOZ IO Tidih X 5, H7-0fsRE ¢ > 0
DEEITIE, B THEOZE(IIMS ﬁ%ﬁfuaﬁéhé AETCIIERZ EHEH» %S 2 3db b3, kXoir
Bl LTE MO BRERE2 FIBEH LT Z2icT 3,

BN S BB — 525 2. RS & D 8L “EHRAEY OB 2 RS 5. NILERFHY A, Ay, O DS &
—EARTIIEARIE R (A AR Ay fER) Loavwvwiwss, A TIEROENI =M (A A R A A, 1A
Ao Ay f8IR) 1272 2 - DG & D WM B, W R BNIERED VO D EREE X 5DIE. bk FAMERTH D
5TH5b, TDRTJENOME, 37205 M OBILFFEISHLEET By, By DFES 256 O Z B3 5. AlfeZeil
AEDEREHIZZ LD, HEX L D EMICR > TWw L,

ABEOHMIEITEHETMTEH L O L I2H 5, BANREFEREDOEZ T 2H IO}, Z0HRZHATEES LS
WD ZENE—HETDH S, Flo. BRER, BREE, BEAHEIRZ L Wo B0, BETOHMEIIED X5 REE
5.2 30% 0 2@ D ¥R, mutation-selection balance, Hardy-Weinberg i, A FHIZR & OHETEREZR b 2.5,

1.1 —fEFEDELI1FTZIIR
1.1.1 BAERRORE

—fEA, B RE T L EZE X, YGELRF A BXU A, OBERFHEZZWEZN D, ¢(=1-p) T 5, pDXAF I TR
DWTEZR LD,

MR ITBT 2 p DfEZ p(t) EEFL. D& pt) & p(t+1) DBIREEZTVWS ZAHEATH 256, Zhbz p, p &L
DB,

—fERDGET A1y A DEBEFHZOLDTH S, BT AL, Ay DEEROBESEEZ ZHZFN wi,w, EEL, TOFRE X
HARICBI 2BIET A OFEELX

p=—2P (1.1)

w1p + waq
YET D,

fRER 1.1 HE 2T T2 E® 5, TEH L T AHEEROMEBOES ) 5. 9057k o7 5t fBEK
BENEBOTLE->THEDLRZY (20 N IZBERBICFEELSOHEZ3), DR,

At DERE. — e+ 1 DEEE

BT A, Np — Np x wy
BT A,y Ngq — Ng x wy

o, XKD Ay OBIEFHEZ

) (Rt +1 0 Ay ERED ~ Npw
P MR+ 10 A, BHE) + R+ 10 A, BAE)  Npw + Nqws

ThbH, NzHEHITLKX(1.1) 2155,

R (1.1) TG wy, wy Z—HICEBE L THIALETH %, HloEVHZ TR 3 (1.1) GEINED L wy /wy DAITKIEL
W3, 2k
w1
(&)
’_ W2

p——wl
e
w2

(1.2)



CERTELZ D ob50h 5, Lo THINEZDDDTIER L, HEHNEOHMEZ AV THMRIIZEDLL RV, ZD LD
TARRHEZ FEXDERSE (relative fitness) & MER, EFHIEERYTIE UIXUIE we ZEIEICHD  AHMEIGEZ w) = 1+5,wy = 1
E35ZeNDHD, ZDs BBIETE A OFIREFE (selective advantage) &R, R (1.1) 12 2T SHEMEIGE Z XA

LT
y__(+s)p _ (A+9)p

1.3
(1+s)p+q 1+ sp (1.3)

p

2195,

Bl 1.2 s =072 513K (1.3) 1%

p=p (1.4)
LD ZE MGEET Ay & Ay BN TH BRI, EBEFHESHRICE > TR LRVWI e 2RT, ZHUIH 2 EHEY
ROAETH 20, LOETF L TREBICEHDOREINERTH 2 Z L 2IE L TWE 0, RIS EPERICHEATE,
KR DBEIEFHEEDTRE 3 EI’J WKREZDBHTH D, AU LHIL#EIL (neutral evolution) OHRTIIHREN 2 KE T
37 ZOEFIFKD LT KEROBELETHE p 13 —BIRELZ20TERL. HIHERIHIHKD,

I (1.3) 1ZGICE 2 DT E DI ENTRNTH 2, MLDHEZ - T

1 _( 1 )1+ s 15
pt+1) \1+s/)p(t) 1+s ’
TH5DT,
1 1 1
p(t+1)1<1+s> <p(t>1) (16)
LTE, L7edtoTHOI (s — L. BEHEGIBOT
1 1 \'/1
— 1= — 1 1.7
0= () Go Y 4o
ThHs, BHLT
1 \'/ 1 -
w=|(3) G+ "
2195,
R (1.3) BT p(t) & s> 0 D p(oo) = LITNERT %, RAT s < 0 DR p(oo) = 0 IXIKT 5, 5 3R D Db
REFZR 5,

Bl 1.3 BlapZzEZ X5, BnT Ay OWHBEEZ 10% e L, EREFEZ 1%L 55, 348D5 p0) =0.1,5s=0.01 TH %,
Z DI
p(10) = 0.109318 p(100) = 0.231086 p(200) = 0.448395

(1.9)
p(300) = 0.687375 p(400) = 0.856056 p(500) = 0.941472
&b,
R 1.4 X (1.3) & s DIHEMEL NS VIR T ERXTELT 2 2 2EXTA LD, $TEDTDE
,_(Q+s)p  sp(l-p)
PepsS =S (1.10)
123 %, |s| <1DK, X (1.10) Z s ITBAL T Taylor B L. s D 1 RODEEXTZE R %, X (04) &
— — 2 —_ e e e
v 1—sp+ (sp) (1.11)
2 e
p(t+1) —p(t) = sp(l —p) {L—sp+ (sp)> — - }
= sp(1—p) —s°p*(1—p) +s°p* (1 —p) — ... (1.12)
~ sp(1 —p)



2182, 7272l LORBOREL T, 223 REDOKTHZETEMR Lz, BERS |s| VNI WVRHTIE |82 R s3] 2 &
SICHARTHFIEHRTEZIIL /NS TH B,

22T, R(1.12) oEL%
p(t + At) — p(t)

A7 (72721 At=1) (1.13)

rHET L, UMY
p(t+ At) —p(t) _ dp(t)

A At Tt (1.14)
DEPTH 2 eEZNE 05, X (1.3) RN 7 R
dp(t) _ 3
b sp(1 —p) (1.15)
THEMENZ, M AKX (1.15) ITBVTE DT  1ITBHE 3RS T, FROMEETIMDBES Z e IcEREE &, ZoMa R
RUIER BRI X D BT, fRlZ )
) _
)= le | — —1 +1} 1.16
p01= | (5571 &8
k%, ZORZp0)=0.1,5=0.01 ZRALTEHETZ &
p(10) = 0.109367 p(100) = 0.231969 p(200) = 0.450853 am

p(300) = 0.690568 p(400) = 0.858486 p(500) = 0.942826

219%, ZHER (1.9) o RWIELEE 52 TWw3,

B 1.5 X (1.15) 2 X D —ROBICEEBUCBI L T—RIELTAB IR EZ LS, BEEE (wi,w) = (1+51,1+s) &
T3, ZOK, KRBEFUEZTICEDESTEKX

/ (I1+s1)p (1+s1)p

— = 1.18
Y= s (L e 1 g (1.18)
PELNE, ZIT sy, |so] &/ NV LTHA%E Taylor B3 %, X (0.4) &b
1
R 2_ ... 1.19
S — (510 + s2q) + (s1p + 529) (1.19)
728
P =p(l+s1){1—(s1p+ 52¢) + (s1p + s2q)% — - }
=p{1 — (s1p + 52q) + (s7p° + 2s150pq + s3¢°) — - - (1.20)
+ 51 — (8P + $1829) + (s1p® + 257s0pq + s155¢°) — -+ }

~p{l+s1— (s1p+529)}

2182, BEOREIVT 2 % s150 0 2 B Y. s 232 ML ERTE L LCHAZHZRTER L, FROATR S0 p
DEERHL THAFIAGMET 52T
p

< = Pls1 — (51 + 520)} (21

L IEHHEIMOH 2 T HIZEHRE LT 51 — (s1p+ s29) = (L —p)s1 — gs2 = (1 — p)(s1 — 82) X5

dp _
dt
2185, R (1.22) I (s1,82) = (5,0) ZRATIUE. K (1.15) 5N 5,
X (1.21) OFFEMDHD 5 = s1p + s2¢ IZHEETFIHD Ts DfE) ZRLTED. sy PEFATHD Ts Df) L REWVERIZ, &
BT AL OHEEPEMT 22 2R L TWE, WL IR, R (1.22)1F 51 > so THIRERLRT A DFEEIEMT 2
EFRLTWVWS, ThEDBIFRIFEERL TV r—2—FHER (2.6) KBNS,

p(1 —p)(s1 — s2) (1.22)



1.1.2 ZERZTRDOME

HRBIRD 2 BRERDD 2 INNEE X %,

BT A ZEOMIKIIERRFICHER w TA, DTE2EL 2T 53, KIS, Ay ZEOMIKIIERRRICHER 0 TA OTRE
L2235, U, 0<u,v <1 ZIRET S, AWVITHEINEIZZEZ RS, LR THWMEEE X v =w=18F5%, 20

B, FORIILITDO X5 ICEETX 3,

MRt ofERE — R+ 1 DR FoBETFH
e w

¥ u, A
BIZETA A Np — Npx 1 1 ’
HEEL —u, A

fiteR v A
BETRLA, Ngq — Ng x 1 { —— '
v A2

FOR»S p DXL FIZ R
/ p(l—u)+qv
=2 T —(1l—uwp+o(l—
P prarps (1—=u)p+ov(l—p)

LEHIT 5,

G R D & p 3HHEIC 2220 55

v
u+v

*

p:

WIR S 5 Z e 395, pt i
L (A B BSHRERR)
P T BT oRREREO)
CWHEELTED, FEHEEIIEARAERRBDONT VATRELZ Z BT 5,

e 1.6 X (1.23) %

, v v
— =(1—u— —
P U+ v ( “ v)( u+v)

CET B e B {p(t) — ;55 hi=o,, BFELHBHITH B Z 135725 DT,

p0) — = (- u=o) (50) - )

u—+v U+ v

ThHhd, - 1<1l—-u—v<1THEDT., t— oo DIERZHELS Z ¥ T,

p(oo) = —— (=p")

e 1.7 X (1.23) OFHEEONME p* ZRD 22T 51, K (1.23) D p,p’ % p* TEEM|Z /-
p*=(1—-u)p*+v(1-p%)
2RI EL, X (1.24) 2155,

R p* DR ENEMN 2175, X (1.23) &
p'=F(p)
ER2, ZELF(p) =1—-up+v(l—p) THd, p* BRMEETD 2 7=DD 5

-1<F'(p") <1

(1.23)

(1.24)

(1.25)

(1.26)

(1.27)

(1.28)

(1.29)

(1.30)

(1.31)

TH2IePHILATWS (BERNFERICBT 2R EZEEBNTOMER) . D58 F/(p*) = 1—u—vTHH, THhiZ

—1 < Fl(pY) <1 Bl T 5. p* BRFIEETH 5.,



SOEE. F(p) 3 p OEBEKTH 205XV EHE R, p* XREMEERIZTI TR KRBELETHS, 2D, CA
TR ATHAED SR T p DEIZ p* IR T 2,

fREH 1.8 R F U & 513 (1.23) 3y HEXRTEMTE 5, FEB
P —p=—up+uv(l-p) (1.32)

TH200, THZEBEFRUT LS M AERXTERLT

d
£ =—up+v(l—p) (1.33)

THB, COMHHBERE © = f(p) L H2, THE p* OHERZ f(p*) =0 RIRFIZE L. p* = v/(u+0v) THB, FHIAD
R RETH % 720D +05M1%
F) <0 (1.34)

TH2IeHHILNTWVS (NFERICB 2 RFTZENERT O . F0%
(@) =—-(u+v) <0 (1.35)
Do pt RAZETH S, 52, f(p) & p OFBBERIE» S, p* BRBLETHZ L DE R %,
f(p)

1.1.3 BRAERCEARATEDHR

BB D HARBEIR & RARZERONRZFRFICE Z 5, HANZBERZ LEFUTTH 20, (EEICK BN S) L EVEE
}E%wlzl,wgzl—s Z£<\_Z&\-b§—50

fRER 1.9 (w1, w2) = (1+s,1) EBLIFEAE. (w1, we) = (1,1 —8) EBLIGA LTI |s| DIEINZ OWRHIARERNTIZED &
VZQNN

CAHREDEIIRT 27212, (wi,ws) = (L+5,1) DEEEER B, ZHSDPHNEIGETS 572 £ 2 BWHT L,
1

w1 = 1, Wy = 1+s (136)
YLCHRAIETH B, LH LRSS |s| BVNS VIR (0.4) THZ 515 Taylor EH
! =1-s+s—s>+--. (1.37)

1+ s

DD IZDODT, s D—RDEFTEZIUIERZ (w1, we) = (1,1 —5) EEZTVWADLRAILIICRZNLSLTHS, Lz
HoT, BARABROMEEZR TR, s D—ROEETEEZZRDIE. SFETLRILICKRZ L TFHITE %,

FOBIILLTD X5 1 ETE 3,



At ofEks  — 1R+ 1 OfEEE FOBIn T

HER w e
e e BIRT A
BT A, Np — Npx1 { BR1_ s ’
— #EETA
R v oy —
o By EET A
BIETFR A, Ngq — Ngx (1—-s) { R 1 — o s e '
- EBET A,

Lo TEDRNS p DX A F I 7 RE
y_pl—uw)+qd—sv pl—-u)+(1-p)d—sp
p+aq(l—s) 1—s(1-p)

(1.38)

LEHIT 5,

FRER 1.10 2712 (1.38) ZIFICHR Cx b TEZMEMTH 2006, WAHBERICKZEMERA VS, sl ul vkl &
h /NN ARGE L. fuﬁ&wﬁﬂ%szutvuomfﬁmmﬁﬁb\szutvmﬁﬁélﬂwﬁif%%?oﬂm
fnciE. L(03) kb

=1+s(1—p)+. s> (1—-p)+---=~1+s(1—p) (1.39)

~—~—

~0

1—s(1-p)
TH2H 53 (1.38) R A

,_pl—u)+ (1 —p)(1 s

P = s —p) ~{p—up+ (1 -p)v—-—vs){l+s(l-p)}

_ _ _ _ _ _ _ _ 2 _ 2
=p—up+(1-p)(v ‘fz,)ﬁ-sp(l P) ,gi,p(l p)+ (1 —-p) Qég% ‘€i>) (1.40)

~p+sp(l—p)—up+o(l—p)
YTCEBZIEN ot X512, MR T e

dp
—=sp(l—-p) —up + v(l-p) (1.41)
dt ~— 2 ~~ ——r

BRI ZE A > Ay ZR A, - A

¥i2%, I (1.41) ofaLIE. BARARRDODAZE Z 72K (1.15) DAL EBAERDAEE 27K (1.33) OGAD, B3R LE
&:KOVCL\}:)Q

fRER 1.11 Moo (1.41) & |s| R u R v 25 H/NE WV EWSRED MZE»NT=D2H 6. Bl ZIE (s, u,v) = (0.1,0.05,0.05)
EWVWINRTGRA=RERATE2ZLWEHoTH. ZD 100 fEREZWV (s,u,v) = (10,5,5) REELWVWI NFT X=X EZRATZZLIX
PFELLARY (232D up 3HERTH- 0L, 1 2B EF Y EVRATHS),

—HT. BHRROEIIIR S B OIS D D | RIS C AL LS E D BRSNS AN B B, Bl
VRIRER ¢ 120f LT 100 f58  #ECRET ¢ TP ARERZEZ 2221l &5, T2 ¢ =t/100 THH, ZDKEHT R KFH
7%, chain-rule 2° 5

d dt d d
¥ drdr Ooa (1.42)
7D, TORRE t ITX 2T D 100 fEDORE XD, Licho T, K¢ TR AER (1.41) 1%
&~ (1003)p(1 — p) ~ (100u)p + (1000)(1 — p) (1.43)

TH Y., RE (s,u,v) 1& (100s, 100u, 100v) I2Z(LFT 2, ZD (100s,100u, 100v) i (10,5,5) L WS EEZAND Z 52 L
XABZNDT, UPTIRRZDEEZHEAL LT, MV RLICZOLS REZRATLI LD S,

BEE 1.12 30T L O R CIE. — IS R OIE 5 S ST B, 7 BIE A HRRRCUE p(t) & p(t+1)
DIEZ— TN TV 2 DT, pt+ 1) DIEZD S DRMZHEND 55, WMHHERTIE pt) & p(t + At) DIEIHEV DT,
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p(t) IZHART p(t + At) DfEDS HEZ T2 pifio Tedr) AL, & dfEoEmitEc kb, HERXD FHT DR - 714
D) W2EH N EERNTTTICHBETZ 20 56TH 5,

BIZIEEDHERTIE I RKICTHAZADBEL 25, MAHERTHAZPEL 270121k (AIRIEBARE) PR 33X
THBRNETH 5,

DI, X (1.41) oM HERETVEEZ 5, Hl%E f(p) £ BL,

WU DICu,v>0DREEZLE, 0<p<1TOD f(p) DFEDE(LIX

» ‘0 pr 1
ml+ + 0o - -

E72%, PR p* DALER

(s—u—v)++/(s—u—v)2+4sv

> (1.44)

p* =
THh, WREEIS NI KRBLZEFRERTHS (TR,
f(p)

RIZ, BIGT Ay AVBIGT Ag ICLERTHEEMNICEN (s > 0). LA LAEDHIEIET Ay 3ZHRERIC X W ESRED B b (u > 0),
RRANBIET Ay DHEREE S T2 X5 R ERERIIEHTES (v=0)BREEZ 5, FHREERIZHEERETIE S 12
2D DT, N5 DIREFEWHAINCEL»OEETH S, ZOHA, I (1.41) &

dp

S =P =p) —up=p{s(1—p)—u} (1.45)

LET 2, HOELE f(p) LB L. u<s OB f(p) DIFEE

P ‘0 ceopt e
o + o - -

DESENT B, 2T

pF = (1.46)

DF D, BIET A, DHE ¢ DEEICET &
¢ = (1.47)

ThHH, TR KBEEEHSTHZ (T,
f(p)
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BT A BERBRICEVHRENZ DD, BRERICIDIFEEINSE Z 2T, HE ¢ TEFPICREZRZ Z Ik 5,
D X312 L THEEN B % mutation-selection balance ¥ FE3,

IAEARFHIER D 2R, BEFEOBISE w 23, REITAREREICE DRAME wnax £ D HEDLHWVETFLTWE 2%
ERADIEDNTED, U TERSNDENOMNE

I = Wmax — W (148)

wmax
Z BT E (genetic load) & IFE,

FDOw =1,wy,=1-5(s>0) 226 TX MEEZFERILTVIDILERLRT AL 205 Ay VEU 2HERARELRE (deleterious
mutation) TH 5, EHITREEREISE DR AMEIX wnax = w1 = 1 TdH B, mutation-selection balance TIXEMLRTF Ay ZHD
TEARDEIE ¢* ZUREL. ZOHICEX s ZIHERLTWE 26, EEEEESEIT 0 =1 —s¢* TH D, Lh> TEERH
FEEENES .

= 1= =sq) (117 5q") =sq¢"=u (1.49)
22D, s DIEIHKT L2V, ZDFHFE% Haldane-Muller DFRIE (R—IL7 Y » ¥ 5 —®DREIE; Haldane-Muller’s principle)
CIES,

L

1.2 ZfEFDELI1FTIIX
RICAEE, BB EF AR E R, 2FORIET A, £ Ay 35 R %, ZRTAORETHER pg(=1—p) LT 5,

BETENT A1AL. A1As, AA, D 3FEETH B, ZHZENDBETFIBEE %R Py1,2P, Pyy £ 3% (NT BEEIKDBE R THY
BEEIC 2 3 DWW T WA Z B ICIER | chid, EBOER2EHEICT27-20TH3),

% ¢ 123513 2 EEIDIREELE (P (1), 2Pra(t), Poo(t)) D=OMITHRATE 2, BETHEZ

p= P+ P2

(1.50)
q= Pia+ Py

LRIETE %,

fRER 1.13 WIS, B THHE (p, @) B> T, BIZTRBEE (P11, 2P, Py) FELTERVWI L IZEET %, REROATHE
GHHEED 1 QEBBD 205 ptrq=1%242H2) THZDIINL., BEIHBEED 2 BEMBD 20, Py +2Po+ Py =1)
THA0r6TH b,

%ﬂ%ﬂ@iﬁﬁ??é’%%’)%@iﬁﬁf\fg% w11, W12, W22 Z :B < o 3(0) J: 5 Ki{ﬁfﬁ’é%i 60

(1) BEARITEISEIIE U 7O — S ROEME T2 EE L. HOIEIER, (ESNZEETIEZ—2OBRMTF 77— McED o,
(i) FEFIXFEERET (isogamete). D F D IIRHE T & WV o ZRXBIO R WH—FEHORE T £ § %,
(i) NTOEER A LA, DEZEBTIE. ZOE0H Al O DD Ay T2 (Mendel D7EEDIEAD,

(2) BT 7 — L O TEERAS (random mating) 2 ThiL %, TROBAEMETH T ¥ X 2HEWEKOEAE T 2K
T2, ZDXIICUTES N ZERMERS KR E KT 2,

1.2.1 Hardy-Weinberg i

i@mﬁ;&:§ﬁ§f£b\ Wil = Wig = W = 1 @i%él\%%x)_fb\: 9o

12



A oA — R4+ 1SR TR T P+

BIEFALA NPy, — NPy x 1 HE 1 AL
A 1/2 A

BETHE AA N(2Pr2) - N(2P12) x 1 { HE1/2 '
E— A2

BARTHR AsA, N Psy — NPy, x 1 #e 1 Ay

KRR OBLTHEEL. BEETF V0BG THELRIUTH S, ZNHEEDRLLLITD LS ICEHETE S,
' P+ Pio
P Py + 2Py + Py (1.51)
" Pio + Py '
1 Py +2P15 + P

X (1.51) 13X (1.50) Z2RAL T
/ 'Y

P=——=p
p;q (1.52)
/
¢=——=4q
P+q

2152, 2% D XEROBEFHEIHMROBIRFHEICEF LV, TREPILTHZ I E2EZ D5 LHROFERTDH 5,
TR OBZF RS, LR ET 7 -V NOEERR ORI R e L TUTOoRXTEREN D,

P1/1 = p'2
2P, =2p'q (1.53)
P/ _ q/2
22 =

X (1.53) 1%
o REEEGHRDEBLETRMEE X, MET 2B TOHEED 2 FIZFELL,
o NTUEAKRDBETFRSEE X, WHT 2 O0BETOHEEDOED 2 fFICE LW,

ZEeERLTWVWS, Z0D&5KIKEER Hardy-Weinberg T (/\—7 1 -7 41 > ~NJLJ F4i; Hardy-Weinberg equilibrium)
(LT HW F#) 2 IEXR, R (1.53) 1&, EERADH 2 & —HARRICIE HW FEPEHT2 28 2R LTV 5,

FRE 1.14 n MIYBEF Ay, - Ay OIS FEREDFER, D F D —IHAROEEREIC & > THW FEIAMDIZOZ &, 2Rt

1.2.2 BAEROMR
RICTHISEWCEDR D D25 E R E R D0 win =1+ s,w00 =1 B, (> 0) 1 FBRETF A DREEGERD, BIET Ay DFREHE
BIRTH S 2 BIRA R 2 £ T,
AT REER AL A, DFICEE wio =1+ hs EBL, UTFOHEFRHICKYITH 2,
(1) h=1/2 DI THUX wiz D3 w1y & wee DB & 5 EHHDEZWERETH D, Hehb#InT Ay —2H7 D HHE s/2
DERICD 726 SN, Ay Zo DO ZORRDBRELE (s/2) + (s/2) = s TR H SN RIITHIGT 5, ZHZEIE
T OREDHENMEY (additive) RI5GE L FEX,
(2) h=1 @H% . w11 = Wi > Wo2 Z’)Sﬁk b_\ioo Lf:?f))of A1 01@;‘5'|$\ AQ 01?&‘&&%’fi%f%%o
(3) h=0 @H# . w11 > Wiz = Wa2 73)5}552 D joo Lf:iﬁo T%*%ZEET\ A2 &if’uﬁﬁ\ A1 Li@‘lﬁiﬁﬁ?f% Z)o
(4) h> 1 OKf GBI T AL 1. BEETH2 2 EDLEOMBEAT AR A1A 18725 LESEEZRED 2D T, ZOHR
% 8EEMY (overdominance) ¥\ 9, wig 1 wi1, wia, wee D THRAMEZE S,
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(5) h <0 DI 1 BIET A 13, BHETH2 L 2L EOMREAT BHEESEK A A ICD 70 LBENELZ NF20T, ZOBA
Z B DBIEM (negative overdominance) ¥ L < |¥ underdominance £\ 9, wis & wiy, wi2, woy D THR/IMEZ
E‘X%O

KRB FHE, BETHEMEEZE R %,

MR oA — R+ IR EE T Bt {8
ERTFR ALA, NPy, N NPy % (14 5) #e 1 AL
HE1/2 A
BT ALA, N(2Py5) — N(2Pi2) x (1+ hs) { e 1/2} 1
_— A,
i%{f{%gg A2A2 NP22 —_— NP22 x 1 HE 1 A2

JefE L ARk, KIEAR OB R THHEE X

r_ P11(1+S)+P12(1+h5)
p Pu(l =+ S) + 2P12(1 + hS) + Pso (1 54)
r_ P12(1+h8)+P22 '
q P11(1—|—8)+2P12(1+h5)+P22
ThY, B TEBEEIZ HW i (1.53) BFEHRT 5,
Lo T, ¢ >1 T HW FEEZRETE 2D T, ¢ >11ZBWT
o PP(L+5) +pg(l+hs) (1.55)

— p2(145) +2pq(1 + hs) + ¢2

TH %,

SR 1.15 Rt > 1 TIE HW FEPRETE 2 DT, p(1) D352 L p(2) A2 D, p(2) A2 L p(3) BAh 5.\ &
WO MBI o TV B,

— /T, At =0 TIE HW FEED D Lo TOWRWDT, p(0) 23502 -oTh p(1) ZHIZ ZLIXTERV, p(1) ZHI S 729D
& p(0) DD DIZ (P11(0),2P12(0), P (0)) ZFIS R IFAUIR 5720 7272 L. || B/NZFIUX p(0) & p(1) DEFNIVEF
HTx20T. ZOWHDMRIEZZ DERE X 2 BEFHEDOZ(MITHARTEHETE, Ld> TR (1.55) »i#a 4 FI 7R
TH2mPOREL TELILZR,

K (1.55) WA AEAXTIHEM T 272012, s I LT Taylor BIL s D 1 XROHEETEEZX S Z LT,
p' —p=sp(l —p){p+h(l-2p)} (1.56)
2152 DT, MO HERENE "
dt
7% (WUF. R (1.57) 0f0%E f(p) B,

sp(1 —p){p+h(l —2p)} (1.57)

(1) h=1/2 D% :

=K (1.57) & £(p)
dp s . h=1/2
W) (158)
5, LlehioTH#ILA A I 7 RFERD L5122 5,
p
0 1
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(2) h=10Dk:

X (1.57) 1X f()
— = sp(1 —p)? (1.59)

%, LEdo TEILE A F I 7 RABERID KL S22 5,

p=0DIEUTORET A DEA 3, p = 1 DI AT
Vo TAUR A, BEIETH 3710, BET Ay ThH® SREERIE »
ALRERIC, ~F aEEk A, HEFE s 236N 5TH 5, - .

(3) h=0 Dl :

= (1.57) & . £(p)
‘ag = sp’(1—p) (1.60)

¥i25%, Lo TEILA A FI 7 RIERD X 512725,

p =0 DILLATOBILT Ay DI BBHEIZ, p =1 OEHILERTE

Vo ZAUS A DEBETH B2, BIET Ay, THD S EFICE P
ALURERIZ, AT aEEER AL A DFIGEIR LOBR X 222 TER 0 1

W HTH 5, |

(4) h > 10D :

3 (1.57) I &EWNECFG %2

_h
 2h—1

*

p

(1.61)
R, XA F I 7 RIERD X512k,
A DOIRH TR, AT oEEEROEEER—FEHVD T, ErT A
& Ay DM HEMIIRTz 2 Z B (polymorphism) 2FEH XN 5,
(5) h <0 DI :

I (L.57) BARENE R 2R S, ZOMERR (1.61) THEZ 515,
XA F I 7 RABFERD X512 D WEE (bistability) 2R3,

ADBEMEDIRI TR, N7 v S ROBEE L —FE VDT, FIZIX
BIZT Ay THD L NLEINEEET Ay WV BEAL TS 2R3 T
ANTOEEER AA, ZE2 2 b, BARERIC K DEET Ay 135
FREns, HHELFALTH S,

fREd 1.16 R (1.57) 2 & D — % DI E (w11, w12, waz) = (1 + s11,1 + s12,1 + s22) 1B LT—MIET2IeEER 5, I
Ue [s11)s s12]s [s22] BNV D LT3, R (155) AL &5 10E UL EHHERIE
) _ P*(1+ s11) + pg(1 + s12)
p - 2 2

P2(1 4 511) + 2pq(1 + s12) + ¢*(1 + 522)
- 1+ s11p + 8129

1+ 511p? + s12 - 2pg + 522G (1.62)
~p- (L4 s11p + s12¢ — $119° — S12 * 2q — $224°)

=p+p(l —p){(s11 — s12)p + (s12 — 822)(1 — p) }
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L5006, WMo hiEELl
ditj =p(1 = p){(s11 — 512)p + (512 — 522)(1 — p)} (1.63)
Ztﬁ%o iﬁ (163) - (811,812,822) = (S,hS,O) %'f‘%)\@—hbiﬁ (157) iﬁ%af%ﬂéo

1.2.3 BAERCEATROMHR

—EARORFEFU & 512, EURFEROBRIC Ay — Ay RADZEAREEDHER o TEE, Ay - Ay RIZEARLEDMER v TRE
BZETINEEZ D, BWICEZ (BEOMEICED) BRI Tw =1, wis=1—-hs,wy =1—5 DFEEEZ 5,

fREH 1.17 BB ETOET VDR E R 2EL 2T 5, HEBETOETATIEFEICE T wi =1+s,wip=1+hs,wy =1
PIREL TV, THSIIENENETH 505,

1+ 4 1
w11 = ]., W12 = 1 T SS, W22 = 1 s (164)
CEVTHRILIETHD, ZITls| NI NWZ e EFALT s I1CBT % Taylor BEZITS &
/
1+h5 :1—(1—h/)s+"'
1ff (1.65)
1+s
ThHb, Lo T |s| VNI VRRCIZFERED T 7 MGEMENC
w1 = ]., w12 = 1— (]. - h/)S7 wWog = 1—s (166)

LETLDT. ZhDBEZZETALDOLEEh=1-N OBIEDGDH 2, KT h=1/2 D& ZFNRIEIMHEMK, h=00Dk = Ay
M, h=10D2 & A 3B TH 3,

R TAARTELFHNAL S, BET A OBELETHE p DELX AL FI7 2

agzsml—pﬁﬂ+ﬂ—hxl—%ﬂ —up  + v(l—p) (1.67)
ERSEEIN BR AL - Ay ER A, 5 Ay

L EIT 3,
FEHCs>0,v=0,0<h<1DEFEEEZ S, EILELF I 7 R1Z

D b= p)p (1= D)1~ 20)) —up (1.68)

TH %,

ERERDPLVGEIX0<A<1THULp =1 BEEEHETH o712, BREBRND 2583 Z O EIIAEENL L, udd

NEVERHEIRD DI
u u
1- = (¢<h§1)
* sh s (1.69)

Dl o

72 % P RN TR B o

R 1.18 KX (1.67) 0FEL%E f(p) b BE. AEKX f(p) =0 2M 2 %2EZ 5, h=1/2 DK, ZoHERE

2
p=0, 1-— ?u (1.70)
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IR OD, u=0ZRALTp=1R2DIEERDT, p' =1 P LBIIEETHD., FiC

_ v
hs

*

pr=1 (1.71)

&5,
0<h<1/23L<KIF1/2<h<1DRE. f(p) =0F3XNERTHD., u=02RALTp=1RIMBIEHNELS

., h A(1—2h)
pr=1 2(1_%){ I+ ——5—u 1} (1.72)
L\i%«l (o%h ﬂ«h) ZHROETIUR. 2] HVDSWIRFIZE D Lo \/1+x:1+g’&ﬂﬂh‘f\
pago gl o g @
pr~1 2(1—2h){1+ U 1}1 > (1.73)

2182, ®mRIT, h =0 DRHITTER f(p) = 0 D 3 fRIZFEIC

p=0, 11\/5 (1.74)
pf=1-— \/Z (1.75)

THhH, TDI5

DEETF BT D %,

R (1.69) ZEET Ay DEEICET L.

o % (\/Z<<h§1)
JE =0

Y%, Lo THIC, BHET Ay HBEMETH 5 (h = 1) BIZEEIFIC ¢ = u/s DIET, BHETH 5 (h = 0) B3 g+
2q* = Ju/s DHETRN, BEOHEDIZI BE. ZIUL Ay BEBMETH 258IIEAT B#EEK AL A, SFET S
BET Ay ORRIIEME N, B SREZI S VDLSLTH 5,

(1.76)

Z @ mutation-selection balance (23 1F 2 BIZMHEEZE X 5, HW P (Pr1, 2P 12, Pao) = ((1 — ¢*?),2(1 — ¢*)g*, ¢*?) ITB WV
T, “PHEICE O TR
Winax — W = hs - 2(1 — ¢*)g* +s5-¢*? (1.77)

THb, Vu/s<h<lorx R (LT)XBVT 2 E ¢ £ Fo/hSvwoTInzERHTZ L,

p=Ymx 70 g og = ks 2 =2y (1.78)
Wmax sh
LI B, —HTh—0 OB R (L77) RHIZ sg* BT, EIEHHER
L:U)max*wzs'qx&:S.E:u (179)
Wmax S

Y723, 3 (1.78) % (1.79) SR UBIEHIEE s iz 23, Liedio T A5EOB A1 S Haldane-Muller OFFEAE D 170,

e 1.19 X (1.78) ¥ X (1.79) 13— R A ICB L TREFICZIL L TWA L SICRZ 305, h 012 H/h &L, i \/f <h
Ziife X7 R ZEPAICBWTIE, BEIFEEX A D ED2S 013ED IO T 2u 55 u IEGINICET %,

1.3 ZEM—EEETIL
—fEREMOMIREN 25 2. M A BEEX 5, ZHLNOMEAITIE MLEET A, Asy BEU BB 2155 T %,

17



O EAREMIAEMEAIEZLTD L 512175,

(1) BEERSECE G T8O, B S &R CEEIMER Z o —EROEBFZ2EEL. B 51350, fEoniEETIE—
DOEUET F—NIZED BB,
o FMETFIXFIFELE T (isogamete). D F DINRKET & WV o XA DR WH—FEHOBE T & 3 2,
(2) ELEFIEEEF 7 — L O THEERBL (random mating) 23TV, ZfHROEEGFIMELN D, 2D MEHKOEETFIT7
7B H T O—BRERE LR T 2, 2O, H2MERTENMA £ BOMTHABRINTHONS, T3> T
1E & e —EIARMEAR DRI 2 AT 2,

—EREEDBIEFAIX A1B1, A1Bs, AgB1, AyBy D 4 DOHEZ 5N 5, N6 DBIEFRBHE R ZNZI i1, p1j2s Pop1s P22
EBL (AT, B EBAIERS | TRYIS 2 e RS 5), FBnTOMER
BART Ay DB pije = pijt + D1pe
BIETF Ay DB poje = poj1 + Poj2
BIET By DB pey = pij1 + P21
BIET By DB pej2 = p1j2 + Doj2

(1.80)

LET 5,

FCMF A.B, CELET AB, RIS L TTELfEAD 2E X %, D RBRAOHRDOEKC, —HK A,B, & A.B, 21E% DA
53, —EOMRTHAMZZEZ L, —KA,B, BXUFAB, bF5, #HAZOMEREZ r tB . MHEAD DHEZ—
{ERENEIENES

—EAEKOBER TR HE

A,B, %(1 —r)
Asz %(1 - T)
A, By %7‘
A.B, %T

LERHohd,

HABZ L r 13, BIETE A, B DR —REK ETBHEL TV REAPRNTHZ e EZ NS, KIMBETEE A, B M ER
SRR LITH BT, ZDfEIZr=1/2 (BKHE) TH5,

'fﬁg A1B1, AlBg, AgBl7 AQBQ @i@ﬁﬁ\&#’a’:%ﬂ%ﬂ UJ1|1, wl‘g, wg‘l, w2‘2 & ﬁ Z 5 )

1.3.1 EHATH
ij— ’LU1|1 = w1|2 = wz‘l = UJQ‘Q =1 VC%%)EPEZKJ:L%/EI\%%K)_%O

AT T, KEROBKDBETRIE ) |, bl 1 Py HE I BEBEEZ XS,

fREH 1.20 i =1,2, j=1,2 L. Ak A,B, & A,B, DIKBEUER LT, KERIMEE A,B; BENZT O THEI NS D
2EZ %,

EDRPE, BT (2,y) = (,5) DEE, MR (1/2)(1—r) THEEK AB; 2MESN D, (2,y) = (i,)) THHMHERIZ p;; TH D,
BT, (z,w) = (i,7) DL &, MR (1/2)(1 —r) TEEK AB; 2MESN D, (2,y) = (i,)) THIHERIE p;; TH 5,

B=AT, (z,w) = (,5) DL &, HER (1/2)r THEEK AB; 2MEoh 2, EEREOIREL D, 2 =i TH MR p;)e THD,
w :j'C“Efé%ﬁE%‘z&ip.U TH 5,

BN, (z,y) = (i,5) D& &, HER (1/2)r THEMK AB; 2EoN 5, EEXEDFEEL D, y =7 THIHERIE p,; THD,
2 =1 THHMERIL pje TH 2,
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INoZ2ELHT. i=1,2, j=1,21%L.

1 1 1 1
pij; = 5(1 =) pij + 5(1 =) pijj + 57 PilePe|j + 57 PilePelj

(1.81)
= (1 = 7)pi|j + TDijePe|;
2155,
LoEtE» S BERICE
p/m = (1 =7)p1j1 +7P1jePe1
/
P12 = (1 = 7)p1j2 + rp1jepe
I1\2 ( )P1j2 1|ePe|2 (1.82)
p2\1 = (]' r)pQ\l + TD2|eDe|1
p’z\z =(1- 7")172\2 + T'P2jePe|2
2195,
ZZT
D = py1p2j2 — P1j2P2n1 (1.83)

REZBERERT D, ZORTEHEARAFES (linkage disequilibrium; LD) & FE3R,

R 1.21 MR PEIE BB ORI A > T RN 2 BT B 5, & L EEMAME 512, BT OMETREREL, &5
I THRE DM LT

P1)1 = P1jePe|1
P12 = P1|ePe|2 (1.84)
P2j1 = P2|eDe|1
P2|2 = D2|ePe|2
EETTVBIETROT, ZOROEESFEOMEIE
D= (pl\.p.u) : (Pz\.p.\z) - (Pl\-l?.p) : (pz\-l?.u) =0 (1-85)

L%, ZOIREZEHTE (linkage equilibrium) ¥ FE3,

D> 07253V RICHIfFE N L 2 X ) HEETFE A B, BXU AB, OFEENKEWIREER ., WIC D < 0 72 5137
HHFEEINZ =2 L) HBETE AB, BXU AB; DHEENKEWIREERZRLTWS

D % E‘B E)l_"ﬂ% 0:%%?’6%2\ j—fcﬁb%iﬁ (183) c:'fJCX)_VC pl‘gpg‘l —p1|1p2|2 %@ﬁﬁ$¥@@i%§t Lf:b\?])8‘5 ip&i\ fﬁ@*’#&:
FEAL A & B OFILGEIETF DI RAMNIDOMETH 2, T80 L6DMEZHRALLVWHITERT 2HOHEICEX 2,

—fic. iz 2 A OB FOMAGDOED, M ETHREIN IR LTI TV SBIR 2 EH (linkage) £V 5,

ZDrE, BEEEIZED

P1jePejt = P11 — D P11 = P1jePej1 + D
PijePej2 = P12 + D P12 = P1jePej2 — D
1|ele|2 1|2 1|2 1|ele|2 (186)
D2jePe|t = D21 + D D2|1 = P2|ePej1 — D
D2jePe|2 = P22 — D D2j2 = P2jePej2 + D
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M 50T, A (1.86) 2 (1.82) ITRA LT,

p/1|1 =pip—rD
P/1|2 =pi2 +rD

/ (1.87)
Paj1 = P21 +rD
Phjy = Pajg — D
D%, KT, KIMROEFA T D' = PijiPhj2 — P1j2Pap 33X (1.87) &b,
D'=(1-7)D (1.88)

CEtEIN S, LhoTr > 00K, FER27Z Ve, ESHEHAEEIZE A (1 —r) ICHD L. 23T 0 IR T 2,

e 1.22 H 213K (1.86) DFE—RFEBEFREICI D UTO LS 1TREh 5,

P1jePej1 + D = (P11 + p1j2) (P11 + p2p1) + (P1)1P2j2 — P1j2P21) = P11 (Prjy + P1j2 + P21 + P2j2) + (P1)2P21 — Pr2pP2n) = Pip
=il =0

(1.89)
D =K% RIS E 5o X (1.86) 3 ROREE (prj1,p1j2, P21, p2p) P 5 5 DO=LBTHIAT 2RD VIS, PIRIF=LK
(1je:Pej1, D) (DF D DEIEF A, OFE) DRIETF By OBE) TEHEATH)) TAT 2L b TEL L EHKL TS,

X (1.87) 22 53X (1.88) I3,

D' = (pip —rD)(paj2 — D) — (prj2 + D) (p2p + D)

= p1j1P2j2 — P1j2P2j2 =7 D (P11 + p1j2 + P21 + p2j2) (1.90)
=D =1
XOPES,
1.3.2 BAERcevyFNTLY
ﬁ&:*ﬁﬁ@iﬁﬁmﬁ (U)1|1,’LU1|2,U}2‘1, UJQ‘Q) &:jﬂ‘ L. %iﬁ{f\‘¥‘§yjﬁ}#ﬁ Dilj @E#Fﬁﬁﬁi'ft%%i X 5 o
BISEDFIT X > T, BUET =BT 2 SEETF O I
Bl 7o EET Bl 2 5HE
ABy wy1P1)1 /W (= g1)1)
AB, wyj2P1)2/W (= g1)2)
AyBy Wa1P2)1 /W (= ga|1)
AyB, wa|2P2|2/W (= goj2)
LELHOND, 127202 T w A FEHEIGE
W = Wy|1P1)1 + Wi2P1j2 + W2|1P2)1 + Wa|2D2)2 (1.91)
Thbd, ¥, FRIHEES
Jile = g1j1 + 912
* — +
g2 g211 T 922 (1.92)

Je|1 = 911 T G2)1
Je2 = J1]2 T g2)2

DESTERLTHL,
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v RIEROBEFHEDFFIZ, B 1.20 Tp,); 22T gy TEEMALDDITRD, LAh>TH (1.82) X T

p'1| (1 =7)g111 +791]ee1
/
P 1—r 4+ 7G11eGe
/1| = ( )91|2 J1|eJe|2 (1.93)
DPop1 = = (L =7)g2j1 +792/eG01
p2| = (1 =7)g212 + 920 Je2

%%,

IDRRTOREB BB, wy; =1+ 5, LBEL & [sy,| BTN EVEIEL X5, o r bRREIC NSV
REL LS. T30 H2DFEOBKIHD HEREM

dp
dill =pij1(s11—38) —rD
d
1;?2 = p1)2(s12 — 8) +rD
1.94
dp2|1 _ ( )
G P21 (s2n — 5) +rD
dp _
d2t|2 = P2|2(52|2 - S) —rD
%?Ef%)o 72l s= S111P1)1 + S1]2P1|2 + S2/1P2|1 + 52|2P2|2 THY. ﬁ%@ilzi’ili@mfﬁ welFw=1+3 0)551%&:%%30
iR 1.23 X (1.94) -2 L K5, £ s 12 2IHICBI S % Taylor B X D
(1 + s43)pi)5 _
gilj = # ~ pijj(1+ si; — 5) (1.95)
Thb, ZhzHWB L
(1 =r)gip = pip(L+ 511 —35—7) =pip +p1(s11 — 5) —™P1p (1.96)
THD, 72\ 79116901 DI, r DBRCUNETH 3 Z 2 2E 2 R
r1jeGe)r = {P11(1 + 511 — 8) + p1j2(1 + s12 — 5) } {p1p (L + s1j1 — 5) + paj1 (1 + 52 — 5)} (1.97)
~ 7(p11 + P1j2) (P11 + P2j1) = TP1jePe|1
THb, LhoT
p’m ~ pir +P11(s11 — 8) — 7 (P11 — P1jePe|1) (1.98)
—_———
=D
Thh, ZhzWonAEGaMTIRkD 2G5, MO=bFKTH 5,
WIJ}: L. @'fﬁA @&ﬁiiﬁmfg%%ébi{%ﬁbfb‘Zﬂlf((ﬂ'\ (81|1781|2782‘1,82‘2) = (S,S,(LO) (S > 0) %%};\_c}: 50
K (1.94) I ZDREZRALT
dp _
d1t|1 =pip(s—35)—rD
dp _
dltIQ =pij2(s = 35) +rD
dp _
thll =po1(0—5) +7rD (1.99)
dp _
B0 5)— D

5= s(p11 +p1j2)
%15 %,
EDEBICIRDRT T 270, TRE=ZH (pije, pej1, D) KT 2 XD W THRICEHR T 2, K2R T T2%D
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PURTE (p1je, Pej1, D) = (2,4, D) EFEZ S50 HWIIBDE S 720DRAIX

pip=zy+D
T = pi1j1 +P1j2
N — pig=z(1-y)—D
Y =DPip T P21
P21 = (1-z)y-D
D = py)1p2j2 — P1)2P2)1
P22 = (1-2)1-y)+D
Th Y., FrCRREMT I
dz_ dpip | dpipe
dt  dt dt
dy _ dpip | dpop
dt  dt dt
dD  dpip dpaiz  dpipe dpap1
T aq P + P a Q¢ Pen +p1\2w
THELNS, WL LR,
d
d—j =sz(l —x)
dy
— =sD
at ~°
dD
i —rs(l —2x)D

2152 GIREZEMZOT, BEEHEY 7ty 7 2HWs & Lw),

(1.100)

(1.101)

(1.102a)
(1.102b)

(1.102¢)

R (1.1022) 133X (1.15) e &< FALCEZ L TE D, BIEF A PHEZHEL TV 2 2BRTW5, ZHRIRE» SHIRFTE

5 URDIFET D %o

—HCHAGEET By, Be BN TH o722 %2EZ S, K (1.102b) DEIAN 0 THRWZ L IEXHIEOEETH 5, HlZIZ
HIREET D(0) > 0 R 2 IEQBEH R FEEHBTFE L2 T 5, 35K (1.102¢) XD, D OFBIHEICIETH S Zedord (k
INCIE D(oo) =0 278 3), L7 GEIGT By WKWIXHICIEDEIRD@ Z 2 ick 3,

—RZOBHREIFVICHEZZP,. D>0TH2WVWHZLIiF A & B PIECEEHLTED, By 37 Y XA THiffEhs kb
b A EDRECDENRNDT, Ay DEFTHZZ 21 Ty F A7) LT, By HHRIFEMEIHBZVDIZH b5 T, Ay
EOEHDOREEZZ I TIEDERZRZITITWE L 2EKRT 2, 20O X5 LR ZEEGHE Y F/\1 7 (genetic hitchhiking)

LIS,

©c o o =
N ® © o
T
L]
L]
L]
L]
L]

O
fo)
T

frequency of allele B 4

o
o
—

0.0 0.1

ris

L.1: FIHHE (p1)1, p1j2: P2p1s P2j2) = (1,0,499,500)/1000 2 5468 T pyj1 = 999/1000 1228 2 K4 teng T (1.102) ZFHE
LD, IRl teng TODEENL B IZBT 2 MALEILT By DI y (= poj1) ZMEMIC 70 v b LT, BEEIIAH AR Z RO
KEXTH5 r/s Dffi, BIEHIL v FAAL 712K 5T y(teng) > 1/2 £ T0WB I EDDD 5,
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X 1.1 O, BAL A & ORI ARZ R ERTOT, ZHUIENM A, BEOY /) 4 LOBEBO XS ICE-TRW, T3
CEENL A THREIRDE X B A BT 22N KbI s v BN A OEBOEMIIBVWTHERLRNE Yy F AN, 212X
TERENRLOOATLES (GE: 2% 0 ZofITid. MILEET B OHEEMNE L., B 28EH»bRkbINS), ZOXSITHR
FERDMENN 72 PR DT B ZRRMEDI R DL 2 BIR % BIRM—1F (selective sweep) & M3,

1.3.3 HMErIEXZT X
Rz,

o JENL A TlE. BEIZT Ay PHEIET Ay I LT sa(> 0) OBEFEZFO
o FEA B Tl BT By PEMLT B X LT sg(> 0) DBEFEE KD
o ZNOHDORNRIIHEMNTD S

ORI EEZ LD TN (511,512, 52/1, 52)2) = (5A + 5B, 54, 58,0) EXEDOLN 2,
K (1.94) WRA LTS 2 & BRI

i—f =saz(l —x) +sgD (1.103)
d
a%:SAD+$BM1—y) (1.104)
dD
EZ{—T+8A(1—21‘)+SB(1—2@/)}D (1.105)

#1585, ZHEME—DOREFHE (¢,y, D) = (1,1,0) 28>, ZHIIHHEIN 2 YROERTH 3,
fRE 1.24 E%EpRE BEMEY 7 b2 7 %25 2 BW),

KTy A1By IFHMEIZRZIR sap ZFA L. (511, 5112, 8211, 522) = (54 + 5B + 548, 54, 58,0) DHEZHR K 5o FHR sap 13
PRI Ay & By OfABDOETHID TEL IR TH D, HEHTES & AR AMRHITHICT 2R TH 5, Tk
5 70 72 B N OMHRSIED S 72 & TIEFHEMRIREZ TE X RS R (epistasis) LR, ZDETFTLOHE, LA A F 3
7 A&

i—f =sa2(1 — )+ sD + sap(l — z)(zy + D) (1.106)
Y — saD 4 spy(1 — y) + san(1 ~ y)(ay + D) (1.107)
0 — (4 sa(1—20) + 551~ 2)} D+ san{(1 ~2)(1 ~y) ~ D}(ay + D) (1.108)

L%,

1E°X§?VX®T?7£?"Z>F§$7KWX LT\ (81‘1,81‘2,82‘1,82‘2) = (O,S,S,O) (S > O) @i%/ﬁ\%f%%_éo %L\*ﬁ%iﬂci\ A1 & B1
DIBELLRRTRET 2> TVBIRICDOABILED s I 255 TH %,

AP ZIEU T DL S R TEI D 55, A & BIEE BIEY A X2 RO ST, Ay R By &, Ay % By IZHATHY
AR KRELTHBIETFTTHD LT %, REIITETZAEY A XBFEL, BIEFH AB, TI/NETE, BEFHAB, T
BRETE, BEFH A B, L IKEEFE AB) 2B A X 2d 6T 5 2,

Z DRE, TER TR (z,y, D) = (1,0,0) & (z,y,D) = (0,1,0) DATH 3 Z &m0 b, HFRICE U % FHh s

11 r—+r24+s2
(x’y7D): 77777
2°2 4s

BALETDHZ, LIehoT, MBELEFETZHEMMERINS Z 8372 A & B IKEESN S, Ay & By IKHEEENS
DDEDLPTIED ZEDNTHh D, BRAIRREE LTE D SMREBT 2 2 3HHSHEITIRET %,

(1.109)

feE 1.25 Lzt BENUEY 7 b2 725 2 BW),
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2 BERRREOELELETIL

(AEOWMELrBM) AZBETIIL 7V r—x—FERNE2duDIc, RREIDEERINCE 2 5N B5EICTOWT ZFDORAR 72
L&A F I 7 ZADTBRTERER, ABEONBIFEMBEETHbOIS Z 213V, TiEEYETHWSNS, LY
Y —&—HERT 1970 ERICEA XN LWIEETH b, EILAEYZED AR S THERREZIZBWTHIRIA L
AwshTtnd,

FHCAETITEBREL 7V 7 — 2 - RERXOBMZ YR, n BMORR ZEEHFET 2K, L7V —2—7ERZ
o+t x, =1 B TRERSERE (01, ,2,) DEBSETERINZMAOHERE LD, e RBOVEBEENEE 2R,
ZOMWHEZFALT, FIC— RO 2 Hilg 7 — 2 OFZ2FEEITV. O X 5 RtE(LORIIREDAIRET H 2 00 2 HES
%, F7=, BABlE LTI —H XA ba 7HEHERICHMNS,

HIEE & ORI 22 D1F, AR TR KRB 2 RIS 2 BRAEHICIE VI AA LS, L2206z Ak L Tid Bl
SHIBEEHAZEL. 20RO Ick Y BlZMmEERZHIET L 251255, ZORIM gambit & IR 2 T5 K
F EEYETIRCHV S, XD EBRZRKROBEZ ATREIC L.

ABEOHIEL 7Y =R —JEREHWBHZET Y Y 7 OEmE RS L. 2 OMBUTIRZ R L, Blkflz A7 H
SONTHENTEDXIIRD I TH D, ZDRDITIL TV 7 — X —TTEXOEANLZEANEE DBRE S BE L 25,

2.1 RIRE gambit

B Z TR IS B W T D 2 MBI DT 2 oM T2 e 2E X 5, ZOTEZ5 S TEE I BETREICE->T
PEZINTVEZIFZILET, BROBLETFEOBETFVPHEAENCEH VT ZDOITENERINTVWEIEEZILD0NHRTDH
295, £ OB AR TEREMEITS, LED- THEHT21T8%. ZOEES A7 AIEFEIC, EHEEY
N HT S 121,

o fHIK
o HMEAGE
o BRUERL

DETNZEZBZITINZBZSR WV, LALBEALHETRTELLIIC, ZOXSBETNVEBARNEETDH 5,

ZZT, EBROBEI AT LAIKIEEEDR 2T, BAXRLHEMAEET NV EZHWTIDX S RITHZ O T 3 2 VWIRBRENE
Zbhb, BRI

° *{%M—(
o JHEMEAGH
o Hi—JEf

DEFADPELHHETH S, ZLTLRLIRZD I RET ML FICBREZ IS BFHHETALOBRBWELICZR>TWSE Z
MEZ,

AV ORI 2 it 255020, HEZRME L7 2 WS 2 8 T, BEERFGFFHZHEEICT 20 D Ic & b Bl
AR ASm B [ S HZE S £ 32 2%V, 20D &5 BAERERIRE gambit (U & SIFADT-Fv¥>E Y ) (phenotypic
gambit) £S5 (Grafen 1984),

ZIAR gambit 136 Z IXELHICKE LR EEE (Evolutionarily stable strategy; ESS) Ol ICE W THALAERRY7EFT 70
FERD BIA VSIS 72, RIA! gambit T S 7z fbmmid. EiE U LIREREEFZ OFFME 7 L TR & h A 5
LRI D, 2D &S BGAEE. B gambit 217072 T DI B ENAEAL D S, L L LD ERRT T
1F, R gambit FRD ZEL 22 b HHD T, ZOHHIFEMEBREFET MIN LR > THlE LRI S0,

RS 2.1 gambit 137 = ZFFET. FIZBICT 2ROV ICEMNRBEZE LS & T2HIED 2 v 2163, RBVY gambit ¥ 1,
EMBE YRR B 3 200 D M RS m 218 L 5 52 2 2 ICh I - HETH 2,
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il 2.2 27 « )\ 7 —L (hawk-dove game) TIFHIEIEZ T2 H) & T OZREETH 525, I REHATIE

o &7 BInTE )by BEFOMGZHFONT B #EZEK
o &7 B Ihb) BhFelfoloMBLtinsgd
o &7 It WTEIZ A AM T EBDEETRE

REFB YRRV, DF D THEKREA gambit QBRI TH 5,

5 2.3 RFAECEERRS (local mate competition; LMC) OB T. RATINCHS 3 2 B OED N TH 25512, Hamilton

& ESS ML
p=N-1 (2.1)
2N
ZEND BREPHEDIAI 2 -2 I 2= a YOFEREIZE DR 572 (Hamilton 1967), LA L#H. X hilRE
HLEEFN AT, ZORREBAREYICE L TUIEL WA, PEREREEIHT L TR TH D, FEBETRTO

ELWARIZ 1)
¥ = NN 1) (2.2)

TdH 5 Z &Drh o7z (Hamilton 1979; Taylor & Bulmer 1980)s

2.2 LFVyr—4—F1ER

DURCREHCH D OIRWER D — 5k, EATE, BB OET L E2E R 5, KT s 226 s, DI BbENDP—DDFHE
RO L. ZNOIEEAMN A B E2MLGERT Ay, A, DTRELTWVWE 2T 5, ZORNICEWTIFEIZS — 285w &
DXTEET LR UIXEKE (strategy) XN 5,

HREG s; B OMEORE N, FOEMPICBIAEER ¢, TRITILIXT3, F N, IFTHICKREL, LEBsTZEORR
PEREENICEH T2 T 5,

z; BES W T2 EL DI T D X5 RAEFEREZE Z 5,

(1) BWE s; ZHFOfERIE, HAER D TZr—roF24T,
o BHEAR by (JRFA ¢ IIRIF L TERIE L TR, ML oy, 2 WIRIFLTEEL TS KL IRT OITIKIFL
TH LW,
(2) HEWE s; ZHFOMEKIE, FECR d; THLET .
o FEUHRd; 13, Rt ITHKFLTELL TR, ERMIBSHE oy, o, IWHIFLTEMLL T XL BT 0 ISKAF

LTd EW,
HAER L ETRD =

(E. HIE s; OERDIBRER (growth rate) ¥ FHIN 2 (AR OEIERZIET5EEVILY R (Malthusian coefficient)
EHMINS),

M EDIRED 5 RDREF 2,

N; = (b; — d;)N; = fiN; (2.4)
7Rl T BRI E2RT (UUF, ZOERHEEBEICHWS), ¥l s, OEE ¢, 3ZDEHE»S

THbo 2EUN=N + -+ N, TH 3, 7t (24) ERK (2.5) BT,

= xi(fi — f) (2.6a)
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Zﬁﬁ%ﬁ%m ZZT f Lii‘Zi’jj:%ﬁ_/A\
F=hait A+ fazn =) fiz; (2.6b)
j=1

Thb, R (2.6) % LTFVr—2—FF (replicator equation) & FEX (Taylor & Jonker, 1978), = (1.21) %= (1.94) (r =0
LBL) rELOBLUCEEYE X,

R 2.4 L7V — 2 -4 (2.6) BEZ S,

T3, R (24) 2EL, HAERN b, TH 2 21X, MNRER At MICEE LTV 2 5 2R FE2ECHED At THE I %
BT 2, WE. FEEEE N, 20T, UNEE At ICE N 2 FORBENE Nb At 725, RIS, FEEHED d;, TH S 213,
P/NEERE At PICHEH LTW 2 B 2R T2 EDHERD At THZ I ZERT 2, WE, BRI N; 20T, M/NRERS
At WZHRTT 2 ARDIRENE Nid; At £ 725, ZOBUNEEINI, HEH LTV D 2EAFRNFRELA XY FEFHTT E4 XY
NS RRBR T B HERIE b At X d; At TH B, ZHUX (A)? ZELROMPNETH 2 DT, EHELTHHBDORL,

PUEozens, BEltHh o At Z3RE L =% N, OfEZ
Ni(t + At) = N;(t) + N;b; At — Nyd; At (2.7)

t (bZ dz)Nz fZNl ( . )

2135, WAD At — 0 22 MRZE S & 7 N;(t) D ¢ 1B$ 280

Ni(t+ At) — Ni(2)

Nit) = AltHO At (29)
WKELLWHY S, K (24) 2F5N 5,
KT ; DRI B RD 2, K (2.5) CHOMHAREFVS Z LT
. _NN-NN N, N, N _ N N;
"SR TN RN Z:W (2.10)
TH%, TZIZK (24) ZRALT
n N n _
_xiz%:fixi_xiijxj:xi(fi_f) (2.11)
Jj=1 j=1 .
=7

2182,

fRER 2.5 ELTIIHIEDSHE D ANEELED, BEARK N XY 572> TW5E725 50, Lo#EmTRIC
N =fN (2.12)

ZRLTZe DL fOEORBBELFIFIE. NIZBOARIEEHEST 2 L, #iC f AATHBIREMAELIFIFIE. N0 IEIWw
TLED, RIEITEYFENCEY TR, BED. R LZEFOFDORIEOEEZ 0T 2 2 2idF vy AcEBbns,

INERRT2—oD TEVIR) &, HAERDIECEISR R 2 DI FLEML, £V A AN E—EBIZBEoTWVW5E 0N

EZHTHS, HIZIEE b DEPKZVOT, EFITEBEBICHENMTORLTWVWE 2 LES, EFOFEHHAERII DL TH 5,

Z DR, B 5 1IZ BRI BT R OFEBIEERIELTVS LIRET 5, HAEDRZWE WS Z 2 I3EIETERED

BATVWRL2WS 2R, ZHEHIEEZYRNETH S, £/, TOMBRILEOEMIZELIRIZ LT3,

ﬂ%#owﬁlmﬁw6ﬁﬁm%ﬁ S 2b DD OZYRINETH 5, R L TEHEOIETRI 4 20 d, =di+ f
EHEEZIFBL L&D, TBL? E&@%I@ﬁttﬁﬁ%ﬁAf%i

Jj=1
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i, BHAFA XN E—ETHD I LIIKRD, ZOK, HLWHEGER f/ WL 7Y 7 — 2 -5

& = zi( fi = f)=z(fi— f) (2.14)

b, BHEAIOL ) r—R—FEREEDLL RV, #IC, FEEER I, HREL ZDF L7 EFpHERICH 2 5 R, HAE
DENCT 4 — F Ny 03B 3 & ZIUILL EOFEmITFEIREICK D LD,

g2, BEYA XN OB ED L5127 > TWBE0%E X 2RIC, FHIGICHBDIETES L IFHAERZHIE
ALTH, TDOL 7V 7 —2—BRREGIEH IR LD, EWVIEZUI L7V 7 — & —ERIEERIBICEA O HAERPIE
CROZICEBERTH 20, 25 TROVERICIIEEHRTDH 5720, MIEOHEZ(LEE 2 28 & EH 2R DEIERZE 2
SR, AiEIELFEOMEE LT, BRERAERYEOMEL LT, ZAZMHILICEZ THAELLAR,

n ¥R L 7Y — 2 —FHERE n ot —27 V) v FZEBOD (n — 1) X RE

FTEFEEN DS, S, & (n— 1) RITHIK (simplex) ¥ FER,

250 2.6 A X—J LR TWVWEIRNETE ZIE. S IZEX 1 DfRT. S3 FIE=AFEDRE R NE. Sy W IEPUEERD E M AN
o, i,

FE 2.1 n XmL 7Y r— &2 =775 (2.6) ZLL N OMWE 2 Ho,

(1) S, \ZARZ (invariant) TH 3, TROE, FHARZ bl x(0) 23S, Eichiu, £2Tot (ETHHAETHEWVL) 1L
Taz(t)d S, LitdH s,
(2) S, DHAEAERDBAETH 2, DEDDIEFOEEGTIC{l,-- n} L. S, DIB, IRFD T IXEENZHAD0
TH2bD% S rFHELZILTdL. S b AETH D,
o flZIEn=4TI=1{23} &L,

S = {x = (21,0,0,24) | T1,24 > 0,21 + 24 = 1} (2.16)

BAETHD, LWVWHZeTHb,
(3) n ZICHARDNER
intSy, ={x = (21, ,xn) |2, > 0,21+ -+ 2, =1} (2.17)
BARETH D,
(4) f; Db YIT, f; ICIEDREES R L 7=

gi=cfi+c (c>0) (2.18)

PRHWTSH, BOBLEIZED SRV,

fiRER 2.7 B 2.1 ZifHT %, 7272 LL 7V 75— X —DHBREROMROTFEE L —FEM: (B CHHIZRE 22 T8 3 DRl
FELEVWZ ) W50 LTHEL,

W EFL TV r—2—4E26)%i=1,- ,nIFE>TRLADET

Jb1+--~+$nzzxifi— (Z%) f (2.19)
i=1 i=1
=7
ED. y=x1+ - +x, EBITIK
-y (2:20)
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TH2H. yt) =1 EB) &, y(0) =12k d ZOMAIHTERDRROT, MO—BEMHELIDEIZ y(t) =12790 5%,

RIZ zi(t) > 0 BRBIE IV, B L ai(ty) <0 R BEL ¢, BB ot T 5L, MEEELD 0i(t) =0 L 258 t, bH -7
LR D, Ll i(t) = 0 GER) I3 (2.60) DETH B DT, a:(ta) = 0 72 2 GIHED & W 7 75 3 D DRRASIFE L
rIeicih, ThERO—BHIRKT 2, XoT. z;(t) >0 TH 3,

(2) 1%, LoiEme AR, TIEFENZHRF LT, 2;(t) =01 2,(0) =0 23T L7V r—&—FHEK (2.6) DFT
b5, RO—EBHEIDHES,

(3) 1. (1) &b S, BAET, (2) XD CARBFES [ THL THHDHIK SI BDARELRDIED 5. S, 2 HE7BREFRNT
o 7280 ThH 3 intS, DAETH 5,

(4) 133X (2.18) 2R (2.6) \ITRAL T

VHIEN
gi=cfi+¢
n n n ) (2.22)
g=>Y gizi=) (cfit+d)zj=c (Z fixj) +cd =cf+¢
j=1 j=1 j=1
&b
& =a; {(cfi + &) = (cf+ )} =cai(fi — F) (2.23)
THbh, BB 1.11 LFRICFEEHOTRAIZITTE D e 53 I AR HEAR ¢ = ot Z VUL
d(Ei o . F
S afi- ) .20

EEBTE D0, Famoiht S

2.3 E%fF
LB L7 7 =2 =R THIED 2 DDHE (n = 2) IOV THNTWL,

n=20KDHE T +12 =1THZ2DT, LIV r—x—7EKX (26) OHHEIZ2 -1 =1THDH., LEh>T,
(r1,22) = (2,1 —2) £ LT, 2 DAEXZRKDIIRL. 20U

& =a(l—x)(fr - f2) (2.25)
L% %,
FRER 2.8 “VEEINER
f=he+ fo(1 -2) (2.26)
LEHRTE2DT, R
hi=F=h—-{fiz+fo(l-2)}=010-2)(fi - f2) (2.27)

ThHb, L7D->TR (2.6) KRALTK (2.25) 2153,

2.3.1 AAhNLTF—L
UTONETHTEE D75 —L%2EZ 5,
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HoNMHFE x5 b
v—c

2
AN 0 —

R

v

“AEEHMEE v (> 0) DEFZ K- THiFre LTWd, [27) BIREES 24, [ b BEFR 24, FFELITOR
E%ﬁf:j—o

(1) ZHFEALPHES LBFEITV. BEE v 29T, METRODOIZ T c(>0) 2B, BOWMRIX1/220T, WHED
HITFRARE (v —¢)/2 TH B,

(2) RAENTIDHERS EXAFERF v ZHEL. N MEERZES-DFFIZ0TH 5,

(3) N FELEDHES L WEF I FHRNCEREZDE L. miEOFIFE v/2 TH 5,

D7 —L%2BN I\ Mr—L (hawk-dove game) EFEER, X7 - N7 — ZIEV) O ALY 2B S 2 3 3 % 7212 Maynard-
Smith & Price (1973) I2k > TEA XNz,

EHoREZZ2HERE L, BETH25 7 X 2GEINHF M LAG u 218255, ZOR, XH, NFERLZLD
PRI

v—cC
Uy = T + vxe
v (2.28)
U = 0- xr1+ X2
2
LitETE2 (AR, ZAOBFZ 1. NFOBRTFE 2T 3), FoNAG u 3L %
f=cut+cd  (c>0) (2.29)

THER fIcEINL 2T 5,
FIE2.10 @) &b, L7V Fr—2—HEXOMIERICNK (2.29) D f ZHVTHN (2.28) D u FHVTHHERIIEZDSZVD
T, Do 5 EER=FIF) THZL LTELLZIRV, LEhoT

v—c
fi= 9 T1 + VT2

v (2.30)
f2 =0- T+ X2
2
TH5, Zhzk (225) ITRALT, (z1,29) = (2,1 —2) 2o TEELT
t=z(l—x)- %(v —cx) (2.31)

2135, LI Te BRAMBOWMETH 5,

RIRE 2.9 X (2.31) ZEHE X,

DB c>v (BHFTEIT 23X M BHFTH->THRIERRZLDKEW)
CIRET %, 2D EHER (2.31) 0EU%E f(r) £ BL &, f(r) DIFEIE

DESCENT 2, Lo T, o =v/c WRBRNCZERTHRTH D,
RN DERDPEBT 2,
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%l&
2
ad
o

8 2.10 ¢ < v DIFDO (2.31) DIRZ FVW %

2.3.2 —fRD 2 EERT — L

n =2 51,50 OB —MRD2ANT —L%EZD, BFEZIT. HFEIT LAY —2INTH VT I D7 — L DFFTHNIX

S1 S9
s1 ( a b )
sos \c¢c d
eEITB, T TIOTHDOEERTEEHOREERT,

FTREFUCFEUC X317 Y X AMHAEERZRETS % &, IO FIRF 1T
fi=ax; + bz
fo=cx1 +dzs

rEFZ S, X (2.25) KRALT, (21,22) = (2,1 —2) ZF->TEHEL T, L7V 7r—x—FHER
z=z(l —z)(ax + 8)

a=a—-b—c+d
B=b—d

fIRE 2.11 X (2.34) &Y,

(2.32)

(2.33)

(2.34)

R (2.34) Tylx) =az+ B B gx) 1FMREEKLRDOT, g(0)=b—d, g(1) =a—c DFFET, #LEXAF I 7 2DMWHEHIZ

MFDRD XS IZR2IETE 2,

(i)
B (b<d) (v) (ii) (ii)

() 0 <z <1TTHIZg(x) >0 TH DM s BHIHATD 20 213 (1 - 1)g(x)
e & ¥ HICHFICHEM L, 2(c0) =1 THh 3, HEELXAFI TR
BENOD X 512725,

0
|
(i) 0 <z <1 THICg(z) <0 THHEM s BDHIARTH L 213 41 _ pyga)
IR & & S ICHFNTIRD L, 2(00) =0 TH 2, #ELX A FITR
BENOD X 512725,
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(ili) 0 <z <1 THIZg(z) =0THDHENE s; & 5o ITFWITHILTH 3, 2(1 - z)g(x)
z \3FHHED S 8123 2(t) = 2(0) TH 5,

(iv) WEBIZ g(a*) = 0 IR 2 ZEV MR o* = —(o/B) BIFEEL. EED 2(1 — 2)g(z)
TIHE 0 < 2(0) < 1 5 SHDFEE 313 2 OZETH AT
% (z(0) =2%)s #LXAF I 7 RIERD LS ITR 5,

(v) NERIC g(z*) = 0 IR 2 ALE TR 2* = —(a/B) DITFIEL. IR
D &K D I WEENE (bistability) 2735
o WIHEDY 2(0) < 2* THIUX, z FKFHE & & S ITHFNTHD
L. z(c0) =0TH 3,
o HIHEDY 2(0) > z* THIUX, = FRFH & & HICHFNTIHM
L. 2(c0) =1TdH 3,
XA F I 7 RFAERD X S1T7% 5,

ZD XS ICBARERO AN RHDOBEDORBIC X > TE(LT 2, 2D X5 R ERERZIEEMKIFZEIR (frequency-dependent
selection) & 3%,

LD (v) D &S RGEIF. DL EFATHEZEHIHETIZE, 2OEBS XD AR S, 0 K5 RBEEKEERE
FrZIEDSEEMTEEIR (positive frequency-dependent selection) ¥ FE3%,

Rz, Eo (iv) @ X 5 GE1E. 2R EECHEZERIXETIZE. 208ES XD AFICKR 2, 20 &5 BRAEERK
HEUE R B DSEEKTEEIR (negative frequency-dependent selection) ¥ FE3,

2.3.3 JEHERE AT — L
2NTF =L THRVWHBEE LT, N(>2) ATITONSIERERNEM 7 — 22 F 2 5, BESIEHT (s1) L IEWTT (s2) & F 5,
IR (REZNA) NS —2%2EZ XS,

o EJDD N AD I —TDF ¥ & NUREN D, HHBEETR T (> 0) BHho THITT 3 IR 3 S Kbk
Vo N ARBSBABETH oI/ — T B E > TEEABFRD (> ¢) 282 HDL T3, ZHLUDZL—FT
FRIZRIEAE T,

ZDF—AIZBNT, BEIEOFGE

fi=—c+2N"

(2.35)
fo=0

LETETE S, RERLHNEDAN. IV—TDED (N - 1) AWREWMNIETDHZ L X IHRbEDTE2F ¥ Y A0H D,
ZOMERIT N1 TH 2 HTHS, ZOFNGEL TV r—x—F1EK (2.25) KRAL T,

i=a(1—z)(—c+2zV"1b) (2.36)
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19%. g(z) = —c+ 2V B . g(z) DRBEFLTD LS IET %,

C

S

L7223 o TR

C
* _ N-1/Z 2.
v VC (2.37)

BAKET, TORZEE UTELZ A F I 7 R3WEN 2 RE %,

z(1 —x)g(x)

b=4,c=1,N=4

R TRAR—ASIL RIS — 22 EZ K5,

o HHNOH N NDITN—THT U RAIERE NS, HHEZIZT c(>0) Ziho THI S 2 03IEH1E 3M B D2
W, —ATHWMNED VLIV =T, HHC K-> THEEINE (> ) 2152dbDe T2, REPIEHIED I V-7
TIEAERIFE TR,

ZDF—AIZBWT, BEIBOFEIX
f1 = 7C+b
fo=b{1-(1-2)" "}

CEMETE 2, REROIEMNEIFE b BF212E. ZA—TDRED (N - 1) AoHich i e b— AN hEIETIUIR
WV, ZOMERIE, 1206, REMNEHNIETH 2R (1-o)VN L Z5lwTRDOND, ZOFEEL 7Y & —& -1 (2.25)
WRALT,

(2.38)

i=2(1—z){—c+(1-2)""1b} (2.39)
219%. g(z) = —c+ (1 —a)V b B L. g(z) DFBIEFLUTD LS 1T %,

Cc

(=

L 7223 o CNER-8 e

x*—l—N$€ (2.40)

FZET, EEDOUMEO < 2(0) < 122545 T, £z = 2* OZANREITPERT 2,
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z(1 —x)g(x)

b=4,c=1 N=4

24 RAEENHZIHE
2.4.1 Replicator-mutator T2

22 BDIEINRA T, BALZRD D 5 7-DIEAIILT LD 70 —F A RFHREEANIRVWE T 5, FHCHIE s; DBIDEL
EH% Sj @?%EUE@%‘E% qi*)j tﬁ < o EE%Z?ZO)“C Z?:l qiej =1 "C‘Z@éo

RO XS RAEFRREEZ %,

(1) BREE s; ZHrOMEAE, HAER b, TFEEA. R q; TZOFIEHNE j 205,
o ZIHR b ITMFZ t \ITHREFEL TR L TE L, FREIBSHEE v, 2, WHKIFELTELL TS K< T ITIKFEL
TH KW,
(2) HkHE s; ZRFOMIARIX, JECHR d; THLTT 5,
o FEUHR d; 13, FZt WIKEL TEI L TEL, FREBHEE v, 2, TKFELTELL TS K< T IKKE
LTH &KW,

DIEDRGE LD il s; 2RO MEAEL N; 1R L TR oM /R D 320,

j=1
fIRE 2.12 3K (2.41) 2ET,
CNEHE v, = N; /N O iR IcHE &2 T

& = (Z 4j—ibjTj — 51’1‘) = (di —d) z; (2.42)
j=1

218%,

BEER 2.13 K (2.42) 2EZ 5, 1 (2.10) 123K (2.41) ZAAAL T

2 i=1G-ibiN; —diNi IS Y qesskbeNe — diNg
N —e ) N

& =
k=1

n n n n
= E qj—ibjx; — x4 E E Qo—skbewy — | dijzy — 4 g dpxy

e = (2.43)
d
= Z 4j—ibjz; — ;i Z (Z Q£—>k> boxp —(d; — J):Z?z
j=1 (=1 k=1
H_/

=il

=b

P S 215 5o
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FHIHE R d; PEIRICE ST —El d, =d TH DL ZWE, & —d=02%230 56, K (2.42) &
a:l = qu'_”‘bjl‘j — 6.131' (244)
j=1
£7%%, 1 (2.42) 3 (2.44) % replicator-mutator FIER & /-3,

fREH 2.14 Page & Nowak (2002) 133X (2.44) D b % f TE X2 72 D% replicator-mutator & FEATW S5, ZERZERITH
AR Z DFETKHITIIR Z 57002, ¢ld biZidZhh o ThH, dIZEDP25RWV, LiehioTH (2.42) 23X (2.44) 25@EIT
H5,

2.4.2 IS—hHA2Z+O7EH

Replicator-mutator TERDJSH & LT, BFO#EILEZE 2 X 5, HHAERL DNA S RNA FAIEhR17% B ERZRIREL 3
52— T, Z5 TRV junk BV HOERORNEIE» 572D [EICHCER 2T 282 20wh s Lakv, DIFo
EORREZSB L,

o HHEFDZEMEEZ, HDHHCHEHT 51 2FEZ LS, HOEBTFOEEEKRL r > 1255, HOEBTFEIRES L5
72 5H5T. HOEBERHCKERED 72D ¢ OMERTRAZERZEZ LHlOERICEZHboTLES T35, iVREEE
L2 RAZERIZLFEEZ RV UTFTLETAREL, K gt/ & L MLgld1 2R THEHKREL
HPNELBBRVWERETH 2 LT %,

o HEHH LN DEX L OEHI% 2T junk RE sy & AT, junk ELFIOEHRIZ Y DRSNS 1 ¥ F 5, junk BLFI
BHRIRFICEARE R R Z LBIOES 2 EAH T2 Lz wd, 0SS 72 junk BAITH 2 35, £ THMi
TR T junk FLFIDEAERTHOHEET s) OEFIZID RS Z & SHE@RMNICIZH DB Z0, LI TR KEVDOTIO
MERIZEHTE S ZLITT %,

o HOMBEHF 51 b junk BH 5o . FLVWHITHMEIND 2T 3,

ZDEHR Tt RO R THEMICIIEA BREFINTHT S I8k b, DX REHDEE D Z/EICKZ 5 2 THE (qua-
sispecies) (B L < I3ZERE) R, D EORED N, HEOEEFB XU junk EEHIDOSHE (11, 22) = (2,1 — z) DELKX A F

VAR EZLD,
Ni-1 Q12 _ 1-Q @ (2.45)
Q@21 22 0 1

Rl 1-Q=(1—q)F IR DRI S ZRRER 2 Z IR VERTH 5,

RRERMERIIUTTEZ SN2,

RAE (b1, b2) = (r,1) % replicator-mutator HFEF (2.44) IZfRA LT

t=01-Qre—{ra+1-1-2)le=2{1-Q)r—-1—(r—1z} (2.46)

=b

Z19%,

gx)=1-Q)r—1—(r—1)z &BL &, g(z) FEDT2HEUREKT, g(1) = -Qr <0 TH 2056, g(0)=(1-Q)r —1 DFF
STUTD LS ITHETITITE 2,

(1) g(0) <0 DB :
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0<z<1THIZg(x)<0THD, #LEXAFIFZRIHERD K12 zg(x)
5. 3abHHOEEFIZHEL. junk BLFI7210127% %, Q=02r=11

(2) g(0) > 0 DKF :
WERC g(x*) = 0 Z 7z 328 T

. (1=Q)r—1
o= (2.47)
PEFEL. HOEBETFHZL H20E 2(0) = 1 o755, H

CAERTI3HHRE o TRENCRT=N 5,

PLEE D, HOMBT A EEIC RS & g(0) > 0 FRbb
(1-Q)r>1 (2.48)

Thb, TITEMARTI-Q = (1—q)" ~ exp(—Lq) ZRW., ¥/-HOEHT s; DEEZIE r 13728 ZIEEHA e = 2.718 - -
BETHL T2, X (248) 1

exp(—Lg+1)>1 (2.49)
LEHIA, Zhid .
1< (2.50)

eET B, AEX (2.50) 0AAZ. HEEHIE L 2FoH-TIc > T, Bt UEHTFE2ERMCRE T2 222 TES X
D RGERERBD FREFT,

AEX (2.50) N2 Z eI X o THCEBEFBEMDSHAKT 2HHREZIS—HAR X MOT (error catastrophe) & MR
(Eigen 1971), VA NADEED /2D DEREEENL FDZNE HRNTREL, EELEVANADPBERLEELDZD
3. 20T —AXRAMu 7EECED ZOMEBO—EIFHHEINL, RERS T AL ADDNA/RNA &R FoZzh kD
HEBRINCIEL . LD oTZI—hE A bu7Himcks e, VA LADIES5 25 b XD SERIINCEWEARLER 2RO
ZENTELETHTEZEZ206TH S,
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3 ENETFAF

(FEOBIELBMN) AETEHMNENEREZOME LS, RGO ARIE Fisher @ 1930 FFOFFITW 2, AH
TR AERAEEATREYNCER 2 B, BREERFATIE RICEZ S DBETEMAKORBIAICED > TWa &2, #IR
KXo THEFHLZEES, BRERIC L > TRHAORIVNFENZE(L T 2 REICOWTHMT 5.  Z THEZDIIH
WBHLOXRBMZ FICET I LIITES, BETFLAEBERVWEWVWIRTH S, MEREWTIEIRE B2 6% ITMWIZERR
TOMATDOEI L o TREUAIET 2D T, BUIERE LTREMDO—EH L FICET Z e TERW,

Z Oz mEE, I DR A 2 D TREGETHIC R L 72 D 2% Fisher DIIETH 5, FHZ, ED X5 RBl2HI&ED
B2 EDESRFVEENDEDZD ZLIFRY FICEBEACBWTEHEETH 2720, ZOMHMARIIEHI»OFEEL
oo TNHDORRZE L DIREFL LT Falconer(1960) 255 %,

ARETHELNZFIUIFIHEIFTH D, FHSTEE, 78 EOROFTEENT 5, ROEERBR L U TRHB O 7 f#
BHYH . BHRANBERD L BERCOPNS 2, Z L TEDBEIERMNTE S ICHINZRE D & IERIMA 22 5850 0 fid
INBZER¥ER,

AREDOHND D3RI 2N ET 2E 27, ZOEKKFRIELZZRI L TH S, 5 —2>OHNIZK, ZOH
THHEMB LD BAER 25882 ] U, FHICFADOBEP BB T 2 BHDINEICB W TIE, BEREIFIEN S
BRI EI 2 R T e 2 BRT 5 2 TH 5,

3.1 QTL rErEEE
BEDOXSHBMNEERMNEEZ L5, ZAMEKOBEOBETHYL Y0 X5 BEGEND 2D 25 5,
BED k5 HERANT

o BRIDBIETFREIZBI 25T
o fE{RDEDNT- BT

REDEHNCED I oMERE LTIRELTWS EEZBNS, . 20 &5 REMAE (qunatitative trait) DWW T
Z Ot B LTV 5,

ERo BN R OME, ©F HRIABME (phenotypic value) % P £ T %, mdHMALETNIZ, POBEETOMRERE
DINMBIWZEIDIRELTWBREEZDETNLTH D, £ZT

P=G+FE (3.1)
DESIHIDIETIEL TNVDB EEZ S, GIMAKDBEETFED 6 TE XN 2 RERIDER T, BIEFEYE (genotypic value) &
IR, ZAUTH L B BEROEIN TN S (W) BREED SIRE SN2 RERDE 7T, RIBRE (environmental deviation)
CIES,
fEER 3.1 L5 indv TIAKD 5 L%, 55 geno TEETHOIALERTZLICTS L, R (3.1) 1
Pgy = Ggeno S Bindy (32)
EEoTWV3, D% D FEWER, lindv TADOXKBAEIZ, (indv TADFD) BIETH geno »HRk ¥ 2R TFAMHEL .
indv 2ADEDPNTEITE D HIRE ZEFMATIRES ] LWV ZENRBFVLW,
IR CREERADERTFI0TH 2 L IRET %, 2 HATHEIFIX
E=0 (3.3)

THb LUEN=ZDF7206. FHloW D 2R WED ., ZAUIERITFEEZRT I 3 5), FEETRE L BRERAIXEHE
BThord2, MO ETHFIE
cov|[G,E] =0 (3.4)

TH %,
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fRER 3.2 EIKICIER (3.1) K (3.4) BT TN TV BHIEIZ RV, Bl DEE TR BEOMEEMR., o DHEETES L
ZAHDOMBEDOKREERH. PEETIER 31) DLSICPIXG L EOHMZELAETIEFI RV, /. FEDEBLETER -
TWVW2 RPEDBRBEIII LT WS, K (3.4) OHESEIZ 0 TERWV, LA LEYRLLETIEZZDOLS R I 23w E (R
ET %,

RIRE 3.3 REDBLEFEZHROLFEDRBICHME NPT VLI RIGE LR, YD X5 LHIHD 5 h,

BLRTFEE G ICEBML TV D1k, EBRICIEROBIETETH S, BMNEEICEEZ5 25 I 06DEBIETEY QTL
(Quantitative Trait Loci; ERNFEEEGFEE) LR, IR, QTIL A& LEMDZ 2 L. ZF05% L=1,--- L 24t
F 5,

3.2 HEILE(E(E
FEQUT TR AGATERLEE LTV 2 MIRERNZE X 5. LIESR L =1 B—E) OBEEEZL 5,

AR DBIETEUE G 13 Z DERDFF OB T 2L YD XS ICHHTE 2072550 ? EH LTV B PEMICIEER T AL A,
Bhde L., TNZTNOEBETFHEZ pq(p+q=1) B,

AR OBIEF 2 RTUT DX S RIFTRER X 2EAT 5,

o THITZEBIEFMH A 2513, X =1DHEZHS,
e FTHITAEEFNN Ay 251X, X =0DHEHS,

BERIZIEH T 3 NI O DBIETFEEOD T, ZRbDIERERE X1, X, £BL,
IDEEGE X, & Xy THHETZZ2ilA b, ~HBFELZET VL G2 X 8 Xo DRELET
G=aX;1+aXo+F+e¢€ (35)

CHATZETLTHS FEIMNET V), ZZTa, B M0LrDEMTH S, \FHMNETALLOITNERL F @ BRI
RADETIZRZVWDOTERIALLZVWE 510, BEFEIKEFELTIWD, e=02F%, X, & Xo DR a3 HEL TWH 2 DI,
RERADBIE T ORRIZZ DBETE L5 5O LZIFHOELIURS FTHELWE T AREIRES L, R (3.5) DENTFY
G=aX;+aXo+ B EMAPSELFTIX

G—G':Oz(Xl —X1)+04(X2—X2)+6 (36)
CEIEZ R X=X, =Xo=p)o X112 =X, +Xp 2EHE, HNMEFALIZ X BT
G-G= Oé(X1+2 — X1+2) +e€ (37)

Z%Lﬁ'% (q:%@: X1+2 = 2p)o

B 3.4 D~ L (G5 indv THEKD 5 L%, 505 geno THETHD I ~NL) TERE, R (3.7) &

Ggeno - G = a(Xgeno,1+2 - X1+2) 2 €geno (38)
EEoTW5, € DEHFIE geno TH - Tindv TRV, DEDFEICERIZ. €geno 13D 2BIETH geno ZFO&EAKICHED
ETH 3,
RB7)DEEcER, ZOFE J RN TE2E5% aZ2RDZZLIZL LD (BDNEE), BAICEHE L

J =" Pgnofiene — min (3.9)

geno

TH B, T Pyono HEIETH geno %45 > Tl 2 HKOHIETH 2,
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fE5H 3.5 X (3.9) D J 2R/MET 2 axRDE S,

5. HW E i fRET 5 2. & (3.9) KRN 28R

BETH BT G—G  Xipe — Xige
A A > Gu-G
A1A2 2pq G12 — G 1-— 2p
AsA, q2 Gay — G

LEHETES, RL

G = p*G11 + 2pqGiz + ¢*Gaz (3.10)
THs, ZOKR, K (3.9) 1
J=p*{G11 — G — a2 —2p)}% + 2pg{G12 — G — a(1 — 2p)}* + ¢*{G2 — G — a(0 — 2p)}? (3.11)
Ehb, IhERINIT S ol
a=p(Gn — Gi2) + q(G12 — Ga2) (3.12)
EREZ, ZORD J OR/MEZ
Jmin = P*¢*(G11 — 2G12 + Ga2)? (3.13)

‘f‘\%%o

R 3.6 X (3.12) B LUK (3.13) Znt,

FoORE XD HMKET L (3.7) O F TR, EAOEEFRE G &, BEFREOERTE G IR T

o BT A Z—2F2HIZ a(l — X) =a(l —p) = qa (= ay) FIFHHENT 2
o HEIET Ay Z—DF DI (0 — X) = a(—p) = —pa (= az) FIEINT 3

EEOIZERYETHE (K (3.6) 2O L), TID ar,a ZZNLIEMLT A, Ay DFHHMR (average effect) & I
o EFla=a; — ay ZEREGFEBRDOFEHER (average effect of the gene substitution) ¥R, L7z23- T,

o iﬁ{i?i—:ﬂ A1A1 b:{ﬁ A= 20(1 = 2qa
o BT A A IHA=01+a=(¢—p)
o BIETA AyA, IZMH A = 205 = —2pa

rhehdiRs . ZOLPHEMNET L (3.5) O RT, BETHEORMFEEI G260 ThEbo0 b5 FLFVRLT
WHZLilhb, ZOMEADI 2RBETREOMEIMERIE (additive genetic value) ® L < 3Bl (breeding value)
L IES,

EHRED A=a(X110 — X110) DT, MUOEFFIGERZ 2T A=0D9h%,

B 3.7 BfEHx LT, ELTFEMED (G11, G12, Gao) = (36,11,11) THE X &0, BIET Ay, Ay DHEED (p,q) = (0.6,0.4) TH
ALNBGEEZEZTALD,
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ERFRUED L35 (3.10) £ D
G = (0.6)*-36 +2(0.6)(0.4) - 11 + (0.4)% - 11 = 20 (3.14)
TH%, FLBETEROVFIHR o 13X (3.12) &b
a = (0.6)(36 — 11) + (0.4)(11 —11) = 15 (3.15)
THD., BET A, Ay ORI
o1 =04-15=6, «ay=-06-15=-9 (3.16)
TH3, Lizdo TRETE AAL, A1Ay, AyA, DEBEETEREIZZNZA,
A =201 =12, Ajp=o3+ay=-3, Ay =2ay=-18 (3.17)
L%, ZOK, B FREOEET
A=(0.6)2-12+2(0.6)(0.4) - (=3) + (0.4)> - (-18) =0 (3.18)

b, HEMPITA=0%ZLTWAS,

B 3.8 EE LIS & 512, HIEREREEFHE p,q KIKELTED, LEedoTED XS REMTEZ 202K
FLTEDSETH S,

Bl Z\ZEFDILEET A THDOOLNTWBEE, ¢=0TH305, oy =0THH., Lzdo CEETR AA, OHFEIME
BEIZ A=0Tdh 3, HIMEGRMHEIZEREG»SDThERTIEETH 2 2 E 2 UL, ZUIEI WL, BER S ZDHE.
S HEERE EREMZR S5R AA, THI315TH S,

FOHCEFNMIELT Ay THDOLNTWEIHE, ¢ =1TH205, ay =a =Gio— Gy THH, Lo CEETH
A A OHIGEREX A = 2(G1a — Ga2) TH %, MILEET Ay THD LN TV AEMICBVWTHZ—2D Ay DIER A, ITE
xR, 2R EOEEROBE TR AsAs 225 A 1A, IKED 2 TERLS. OB D 726 TEEFAEADRRIZ
Gz — Goy TH Y, Lid->T, BETEAA OHIMERHEIZD 2 LEHEIRS,

COBRBETIIMHIMNEREDOERIZIR T TH Y A2 KRRV, UM TH#mzED 5 & CNHHEERHERTHL b
DIRZNZT B

b LB EFRESHIINICIRE 2 TE D, A7 G EROERFRER > DR EHEROBEFRUEDFIIHEE LT

Gz = 5235%55233 (3.19

~

ERFoTWVERBIE. R (3.13) D Jin 3B & D015, THROBMIMET N (3.7) DBEHIZFEICe=0TH 2, B
Wiz AU
G-G=A4 (3.20

=

TH %,

3.3 EMRE
BlEiEx L =1 0Ba%EZ 3,

b LEBEFREDK (3.19) Zifi7z &3, Lo THIINZIRE o TWzidiud, K (3.13) T Jpin >0 TH 2, I OIEHEMME
ZHT 5720, LUNOIFEMBIET LV 2E X 5,

G — G = Oé(Xl — Xl) + a(X2 — Xz) +6(X1 — Xl)(XQ — Xg) +e€

=a(X142—Xi142)

(3.21)
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ZIZTH (X — X1)(Xe — Xo) EHFAMTESI L ZAD X, — X1 & Xo— Xo OKHEEATH S, F72. e ld GEEBETEICHK
FLTEW) HILWIRETH S, TOFLVIREICE L THERD R/E (3.9) Z@HL L5,

e 3.9 IFHEMIET L (3.21) TRANZFEETHE I NS o DEE . HMPET IV (3.7) TRDZFEETHESI N S o DfEIX
Efoc % 737) %) L?httlﬂ Z‘Dﬁa&:tﬁ % iﬁ\ jﬂ)\é h%%ﬁt’.ﬁ%;& (Xl - Xl)(XQ — XQ) 75527!;& (X1+2 — X1+2) t E§ (orthogonal)
L TWAUIHEEMEIZZE D & 720 2 e S E AR T O —iGwmD & 775 o T,

CITZERY L ZHERXLTVWALIE. Y & ZOHBREN0THE2Z2 0S5, ZHEY & ZoESENR 0 THELE -
THRELTH 2, -,

Y Z=Y 7 (3.22)
(N—BEFEEZRT) 205 ZEIZBFELL,
SETEEREE L TVWAEREREZEZEZ TS5, HW EHDDH T X, & Xy ZHEREHE L TR TH D, R

T—RELTX:— X1 2 Xo— X0 RERLTWS GF  REMAOFIEDFHEEZ L TWE DT, KEOERIL D, FIoHE L #
FEZFHCHIER AR —HTE3), LMo THIZIE X, — X, & (X1 — X)Xy — Xo) BDEXRLTWSZ I

(X1 — X1) - (X1 — X1)(Xo — X2) = (X1 — X1)2 (X2 — X2) =0 (3.23)

:X27X2:O
7‘7))?96]\75)5 (%@@%%T X, e X5 ®§Eﬁ'lﬁ%{ﬁo7‘3)o FU &I Xo — Xg ) (Xl — Xl)(XQ — XQ) %[Eib{b\éo L7
BoT X0 Xipo=(X1 - X))+ (Xo—Xo) d (X1 — X1)(Xo— Xo) ELERL TV,

FEREMBTE 7L (3.21) IS LI/ D REZFEHL £ 5,

BB 3.10 o BAERLFALESS 6 RDIUTE,

BEFE BE G-G  Xie— Xime (X1 — X1)(Xs — Xo)

AA, p2 Py —P 2—2p (1 —p)2
AjAy 2pg Pp—P 1—-p (1-p)(0—p)
Ay A, ¢® Pp-P 0—p (0—p)?

THbH, P RRER

J=p*{Gn — G —a(2—2p) - (1 —p)*}?

+2pg{G12 — G — a(1 — 2p) — 5(1 — p)(0 — p)}* + ¢°*{G22 — G — (0 — 2p) — 6(0 — p)*}? &2
LR, CHERINCT S o 35 SHER (3.12) THALA. §1E
8 = Gy1 — 2G5 + Gas (3.25)
THb, ZDa,d DD LT, FHYFREE (3.24) DR/MEZ
i =10 (3.26)

TH%,

FITID 6 RAWT, FBEETFRICIFEMITET L (3.21) D 6(X) — X)) (Xy — Xo) Dfi. $7bbH

o EIEFR A1A I D =6(1 —p)? =¢*
o EETHE AJAL I D =6(1 —p)(0—p) = —pgd
o SEIZTH AyAy I D = 6(0 — p)? = p?6

ZEIDIRD &\ Jin =0 TH 2 Z 2 HIFMHMET L (3.21) DFRAETHIIHEICe=0THD, LA oTGE - G E3HINERE
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AZDDIZX-T
G-G=A+D (3.27)

CRERICHIHTE 2 Z itk 5, 20 D % HEMEZE (dominance deviation) & .3,

EFRED D =6(X1 — X1)(Xo — Xo) 7273, WZOEF G ZIAUE, HiIE X, — X; & Xo — Xo OEZMLD 0720T,
D=0T»%,

fREH 3.11 b LB FAMELHMII TSR (3.19) 272372 51X, K (3.25) XD 6=0TH->T. LEPB> TIRTOERLET
BN L CHEMERZIZ D =0T %, £o TR (3.20) »EBETE, LEOHmE —HELDH 5,

Bl 3.12 B 3.7 DBUERZ 5] ZHhi XL X 5. BIRTFRIED (Gi1, Gi2, Ga2) = (36,11,11) TEZ 64, EIET Ay, Ay D
EEAS (p,q) = (0.6,0.4) THASNBHETH 5,

5§ DREER (3.25) & 9
0=36—2-11+11=25 (3.28)

T@ 50 L/7LC7Z)§O Tiﬁ{i?i@ A1A1, A1A2, A2A2 @Eﬁﬁfﬁ%bi%h%ﬂ\
D11 =(04)2-25=4, Di;=—(0.6)(0.4)-25=—6, Dy =(0.6)2-25=9 (3.29)
725,

Z DI, BEMRZEOEF TR
D = (0.6)%-4+2(0.6)(0.4) - (—6) + (0.4)2-9=0 (3.30)

i, fEMZD=0%EEL TV,

L7 o> THI 3.7 DiER L &b¥ T, ULNDOME#RZE5.

BETFE HE -G = A + D
AiA; 036 36-20 = 12 4+ 4
AjA, 048 11-20 = (=3) + (-6)
AyA;, 016 11-20 = (-18) + 9
G=20, a=15 6=25
fRER 3.13 ZZETRFIEDD, WICG—-G=A+DHBEHL>oTW53,
EBErd HE O G-G = A + D
A1A1 p2 G11 — G = 2(]0& aF q25
AAy 2pg Gio—G = (¢g—pa + —pgd
AsA, ? Gn-G = =2pa + p*

G = p?’G11 + 2pqG1a + ¢*Gaa
a = p(Gi1 — Gi2) + ¢(G12 — Ga2)
0=G11 —2G12 + Gao

DN EDOEBIZZHIZLL D@D TH 3, HINBGHE A ZBFHOERHR DS S [FIBRAZIENTEREHD] &2 T
BV, ZRICH U THEERZE D 38 EFOMASDOEIC I TRERHRITH Y., FEOEXHADS L, BH—0EHOHE T T
3 TFREBRBZIENTERVED 2EZTRWY,
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3.4 KRBHEHDOE
DR, FEOZEHBY I22WVWT, 2058 var[Y] 2 LIELIE Vy R IR T %,
R (3.1) OWBEDO T EEZ 2L Vp = Vg + Vi + 2cov [G, E] 725, RE (3.4) & D cov[G,E] =0 %D T,
Vp=Ve+ Vg (3.31)
2155,

iz (3.27) OO EEZEZ 2L Vg =Va+Vp +2cov[A, D] ., At DOEHRZEVHTE ZALIEERLTW:
DTcov[A,D]|=0TH2, L7ZdoT,

Va=Vai+Vp (3.32)
#18%, Lo TR (3.31) e 2T, B #
Vp=Va+Vp+Vg (3.33)
Vi
G

w1572,

BRER 3.14 ERELD Vu BIUVp B X DFETUTD L3 12FET 3,

V4 = var [a(Xl - X)+a(Xy - X)}
= o’var [Xl — )_(] + 202 cov [Xl — X, Xy — )_(] +a?var [Xg — )_(] = 2a2var [X — )_(] = 2a2var [X] = 2a%pg (3.34a)
=0
Vp = var [§(X1 — X)(Xo — X)] = 82(X1 — X)2(X2 — X)2 = 82(X; — X)2- (X3 — X)? = 8%var[X]* = 6%p%¢®  (3.34b)

ZZTvar[X]=(X-X)2=pg TH>3Z xRV,

FRE 3.15 var [X]| = (X — X)2=pq TH 3 Z & Ert,

fRER 3.16 TEID D (3.32) BAMICIELWh %, fEBER 3.13 DR ZITTICEMKINCEIE L TA XS, 3
Vo = p*(Gi — G)* 4+ 2pq(Grz — G)* + ¢* (G2 — G)? (3.35)
ThHBH,. RICHDB0EEFH-T

Vo = p* (A1 + D11)? + 2pg(Arz + D12)? + ¢*(Agz + D)’
= (P A%y + 2pg A%, + ¢° A,) + (02D + 2pg DY, + ¢ D3y) +2(p” A11D11 + 2pqA12D1s + ° Azz Dao) (3.36)

=Va =Vp

ThHd, ZZTA=D=0TH2Zeffio7, K (3.36) DREZEDH v aOFIEHLHE T
p®A11D11 + 2pqA12D1s + q* Ao Doy = p® - 2qa - ¢°6 + 2pq - (g — p)ee - (—pgd) + ¢* - (—2pa) - p*6 = 0 (3.37)

THBDT. THDIE (3.32) DD ILo>TWVWD Z MDD ST,

N OMGEZERT %0

Vp % RIEIEL (phenotypic variance) & FE3,

Ve BBILOE (genetic variance) & FES,

Vi ZIRIESM (environmental variance) ¥ 3,

Vy ZHILEESE (additive genetic variance) IS,
Vp %8458 (dominance variance) &S,
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Ty E, REMSEUCED ZBETHDOER,

Vi
H? = V—i (3.38)
ZILEDIEGE (broad-sense heritability) & M3,
F 7. REAENC O 2 HIERTELD HLR, v
h? = V—ﬁ (3.39)

ZIEDIEIGE (narrow-sense heritability) & M.,

fRER 3.17 AETLEA LEITEEZ L TELHMIZ., ZORBEDOEMLE W2 PENBLEEEILL TWE I 2R TRT DI
»b,

B 3.18 Bl 3.12 DIUERFIZ T ZFEE L & 50 BIEFTUED (G11, Gi2, Gaz) = (36,11,11) THZ S, EIEF Ay, Ay DI
D (p,q) = (0.6,0.4) THEZONZHETH %,

BilBAREZMZ 3, SAKROBERZE FI3FE 0. 98122 05239 H0 oMY HXhETH 255, LdoTHEE
SEUE Ve =122 =144 TH 3,

BRI Va B & OCBEMEDE V& R (3.34) kb 2hzh
Vi=2-152-(0.6)(0.4) =108, & =252-(0.6)%(0.4)> =36 (3.40)
ERDBND, L7zho T, BIEFEUNE 108 +36 = 144 TH 2 L HifF XN 52, 24U (3.35) I kK 2 EHETR
Vo = (0.6)% - (36 — 20)? 4 2(0.6)(0.4) - (11 — 20)* + (0.4)% - (11 — 20)* = 144 (3.41)

KXo ThiENDOND, Lo T, UNORIMGTHDDHEE1E 5,

288 = 144 + 144 = (108 + 36 ) + 144 (3.42)
Vp Vo Ve Va Vb Ve
L7235 T, JRERDEMLEERIZ
2 144 1 (3.43)
~ 288 2 ’
LEMAETE, EROELRERZ s 3
2 _ 105 _ o 44
288 8 B

LEIRTE %,

3.5 RFBOHBEUUE
3.5.1 HREHADEREEEGEER

SBDFFOBIETF DIRERE (X1, Xp2)s FEBOFFOBET DIRZER % (Xm1, Xm2) £B< (pld “paternal”, m 1% “maternal”
DIE) e Tz TOMEDFDBEETF DITRERIE (Xo1, Xo2) £ <6 (0ld “offspring” DIE), —EZKDTIC
Xol = Xpl
X02 = Xml

(3.45)

YIREL T XV,
ZOrE ROKREA P, BORBEE P,. TOXRBE P, 13X D X5 2BRICH 27255 b H—OHTOMITH LT TR
L BTEGR—RICBE L THEHEZERL XS,

FORBA P, ., —/HOH (e ZIEZ T TRRB) ORI P, N\OHFHEEERD 2, bbb

cov [Py, Py
= SV e to) 4
P var [Py] (346)
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ZRD B, aIHDMR,

1Vy h?
o — 4
b P 2Vp ( 2 > (3 7)

1V, h?
m — S 15 = 5 4
bom = 597, < 2> (3.48)

ThHb, TihbE, MENCHBOREE, e ORI Yoy F 352, BREHROEEIZR2/2THS, I ThH I
PRROBIERTH %,

®15%, BEHORFER P, ~ADEES [FEHIC

TIAAR ) 72 BT 2 PRI (midparent) %% X %, Z ORI ERO RN, QB & AR ORI O FH5(HE

Pg = 2 (3.49)
THIERET %, T5&. FORBR P, oFEHOREA P, ~OHEIFHREX
VA e
bo.mid = 1 (= h?) (3.50)

LD, ZAUIPBOBER 2 IFE LV, T4b5, Ml HEBOREMY Pqg 2. Mt FORBEE P, 270y 135
L. AREERRORIE

PO - P = hQ(PInid - P) (351)
THYZDEZIF W2 TH B, K2 IEF—RITT ED/DIVOT, SWAZZEZNUR THREED SHIFE 213 0RFITD
KNI W) Zednholz, 20 MR ZZ20RBOBMER A TROTHS (1)

F,

(&) = h?

Pria

e 3.19 K (3.47) ZEH T 3,
REANIK (3.1) B (3.27) &b
P,=G,+E,=G+A,+D,+E,
Py = G¢+ E¢ :G+Af+Df+Ef (3.52)
P,=G,+E,=G+A,+D,+E,
HLE 6L <A (321) &b
Pp = G+OZ(XP1 —X) +C¥(Xp2 —X)+5(Xp1 —X)(ng —X)-FEP
P=G+aXy—X)+a(Xp—X)+6Xn — X)(Xep — X) + E; (3.53)
PO = G‘FO((XOl — X) —|—Oé(X02 — X) —|— 5(X01 — X)(XOQ — X) —|—E0
*ET 5,
33 (3.46) ITHN B 7THL var [P,] IZHIC Vp e ELDTH o7,
iz, HTHE cov [Py, Po) 1&

cov [Py, Py] = cov [Gp + Ep, Go + Eo)

(3.54)
= cov [Gp, G| + cov [Gp, Eo] + cov [Ey, Go] + cov [Ep, E)
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THb, I I THEZDEARMOBETIMEL REERZDOHDEZ S T, RERARLOHTEIZ0TH L LIRET S, T5L
cov [Py, Py] = cov [Gp, G,
= cov [Ap, + Dy, A, + D,] (3.55)
= cov [Ap, Ao] + cov [Ap, Do) + cov [Dy,, Ag] + cov [Dy, D]

¥%, MR, K (3.55) OFRHEEFMICHAN L 5,
R (3.55) DFE—IHIX

cov [Ap, Ao] = cov [a(Xp1 — X) + a(Xpz — X), a(Xo1 — X) + a(Xoz — X)]
2 (3.56)

2
= Z a’cov [Xpi — X,Xoj - X} = Z CY2(Xpi - X)(Xoj - X)
i,j=1 1,5=1
LERMRTZ 2, & LIRF pi LIVF 0 ISMIGT 2B FHF—tHeHk (22 [E4ERY (identical by descent; IBD) Td
%, wdi) Thiud, EXT

_Va
)

THb, ZIZTHREDFRIIN (3.34a) ZH Wz, 27, b LIRNF pi EIRNF of IIWIGT 2B mF23FEHMN TR T IUR,

A (Xpi — X)(Xoj — X) = @ (Xpi — X)? = o®var [X] (3.57)

(Xpi — X)(Xoj = X) = (Xpi — X) - (Xo; — X) =0 (3.58)
=0 =0
ThHs, SO5E, BTG (3.45) &D. BF pl LT ol WHIET 2BIEFOAFRMBRTH 2025,
cov[Ap, A] = % (3.59)

2195,
K2R (3.55) D IHIZ

cov [Ap, Do) = cov [a(Xp1 — X) + a(Xp2 — X), 6(Xo1 — X)(Xoz — X)]
(3.60)

= adeov [Xpi — X, (Xo1 — X)(Xoz — X)] = ad(Xpi — X)(Xo1 — X)(Xo2 — X)

LEHHETES, ROTBYDEEZREZ 5,

(1) BT pi KHIET2BET 2. T ol D LLIE o2 KHIET 2B ETVWINLLFEMENTD 2855, HlZIX. INFEpi &6
F ol IS 2BEETDRHEMNTHZ 2 LTEW, T5&

(Xpi — X)(Xo1 — X)(Xoz — X) = (Xpi — X)2(Xoz — X) = (Xpi — X)2- (Xo2 — X) =0 (3.61)
=0
(2) INF pi WMIBT 2BILET . BF ol B LK IE o2 I3 2B EFORICFEHEES R WIEE,
(Xpi = X)(Xo1 — X)(Xo2 — X) = (Xpi — X) - (Xo1 = X) - (Xo2 = X) =0 (3.62)
=0 =0 =0
L%,
L7h 5 TV HUTE K cov[Ap, Do) =0 TH %, FBDOEHT cov[D,, A)] =0 TH 53,
RIZICK (3.55) DEHEMEEE X 5,
cov [Dp, Do] = cov [§(Xp1 — X)(Xp2 — X),6(Xo1 — X)(Xo2 — X)) (3.63)

= 52(Xp1 - X)(Xp2 — X)(Xo1 — X)(Xo2 — X)

LEHETE 2, RO=BHDEEEEZ %,
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(1) WE pl,p2 BT 2B T 2ok, INF ol, 2 BT 20MicWTh s FEHME,RH 2 & (0D pl =0l 22D
p2=021. BLLIE pl=0222p2=0l] D& X),

52(Xp1 - X)(XPZ - X)(Xol - X)(X(ﬁ - X) = 52(Xp1 - X)z(ng - X)2

= 0%(Xp1 — X)? - (Xp2 — X)2 =42 = B
= 6%(Xp1 — X)? - (Xp2 — X)? = 6var [X]" = Vp

TH%, I THREDHFENRIA (3.34b) ZHWV 2,

(2) WF pl,p2 IHIGT SBIEF Dk, HNFol,02 BILF - ODMDAFICOAFEMEMELDH L & (DD Ipl =0l hD
p2# 02, BLLIE Tpl# 02D p2#£0l) DEE), HIELRDILoTVWS  LT—tEZ2RDT,

(Xp1 — X)(Xpz2 — X)(Xo1 — X)(Xoz — X) = (Xp1 — X)2(Xpz — X)(Xoz — X)
= (Xp1 — X)? (Xp2 — X) (Xo2 — X) =0 (3.65)

=0 =0

TH 5%,

(3) F pl,p2 ML T ZEIEF =D, BHF ol,02 BEF 20 iUz FMMER RV E X,

(Xpl —X)(ng _X)(Xol _X)(XOQ _X) = (Xpl _X)'(Xp2 _X)'(Xol _X)'(Xo2 _X) =0

(3.66)
=0 =0 =0 =0
TH b,
So%E. BFBER (3.45) XD Lo (2) DBEIELT 205
cov [Dp, Do) =0 (3.67)
%195,
PLEE D, K (3.46) ICBN 27 cov [Py, Po) X
cov[Pp,Po]=%+o+o+0=% (3.68)
TH2HDT, R (3.46) TRAL TH#HRZE 2,
e 3.20 X (3.50) BEH T B, ERKED
o CoVv [Pmid; Po}
bo,mld - — [Pmid] (369)
ThHb, TEREDORELD. KBt ABHORHFEIHEIZR VDT, K (3.69) DU
var [Ppiq] = var [Pp + Pm} ~ L [Pp) +} cov [Py, Py +1 var [Py] = 1Vp (3.70)
=Vp =0 =Vp
Y%, —HTR (3.69) DHAEUIR (3.47) BL UK (3.48) ZFHWT
oV [Ppia, Po] = cov [Pp + P , PO] = %COV [Py, Po) —l—% cov [Py, Py] = %VA (3.71)

=Va/2 =Va/2

b, ZhnER (3.69) KRLTHEREEH 5,

3.5.2 FT&S57FVEIDOHEREEWNERE

R E 1 5 0BERZ R M8 u, v B ORI OWTHHNS, & x 5 72WVITIE
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o FRDAIET 2FE & 57V (half sib)
o MBI HIET 22T & 57U (full sib)

DEFEL. WAERRBREZ 25720 TH 0, 6

o ZIIMEWEIR (DZ; dizygotic twin)
o —IIMENEIR (MZ; monozygotic twin)

ZaFeinsd,

x 1 5720 u, v BORBERDILSE cov [P, P,] WU T XS ICHETE 5,

Hxr570: o™ [P, P = %VA + VS (3.72a)
£x 5720 cov) [P, P = %VA + %VD + V) (3.72b)
ZIERVER ¢ covPP) [P, P,] = %VA + %VD + V28 (3.72¢)
—IIERER ¢ cov™MP) [P, P] = Vi + Vi + VY (3.72d)

ZZT

o VIS 3. BUARED S BEEX 1 52V T 280 O

o Vi) &, BHERAD S bRE x5 EVHIHET 3 EHH 0

o VIOP1E, BIERAD S b IMEERAIHE T 5 5 D

o VNI Iz, BIERAED S B —IIMUE R § 2 E5 D5
rrhenks,
—fC, —IMEIE B (RO TET) 2020 28, ZIMEERDSES RO TET) o2 2 HED
e B EBEZ BN R0, VI =V Th25, %7, MFTERVEEZ : 5FVIENTFOE x 5720k D b B
DIGEH D202 e VD < VPP T35, ZLT, $EFx5FVERE & 5P VCHART, JORERETEORY
BEOIEL BP0 S VIS <« vIED vz ohz, cheedbeT

HS FS DZ M7Z
VIS <y B <y P8 — (M7 (3.73)
YEZTRW,

MROBIER A (X (3.39) ZH) ZHEET 2 —20HER. RTBWT, IR DI (3.72¢) & —INHENA R 4t
SEC(3.72d) BHEET B v TH B, R (3.73) DX 512 V2D = VIMD pMRETE 3 h 5,

1 3
coviM?) _ coy(P2) — §VA + EVD (3.74)

ThHd, b LHEMRAEVEHETE Vp =0 DRETEZ 54513,

2 (coviM?) — cOV(DZ)) _ Va _ (3.75)
Vp Vp
E220T, R (3.75) OFLOMEZHRDBIER h? OHEEME TE S, ZDO X5 RFEEZNERE (twin method) LI,
L2 LEBICITEEREDEBHATERVI 3 H 50, Z0HAEIIEK (3.75) OLADMHEITRBOBLER LB KICHE T 2
ZXiTitb,

RO 3.21 X (3.72a) D %= 1 52 VORIAGH covTS) ZHOWTHEDBER R ZHEL LS T285E8,. YO X51CT
TUXR WD,

Rt 3.22 K (3.72) X EH T2, 2 CFEHE T (3.72b) DEHEFNC L 5, EACIIFEH 3.19 LH L TH 5,
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X x5 VAR uo ORBAE
P,=Gy,+FE,=G+A,+D,+EC+ EW,
=G, —E,
P,=Gy+E, =G+ A, +D,+EC+ EW,
=c, —E,
eEL, BELU EC EIARCHEORE (Bl RFERE). EW ERICHETRVREYX T35 (BEC R EW E» &
ERLTVWEDTRE R FN—DTREETHS, 2T Cldcommon D, W IZ within D, ZNFNHEXFTH ),

(3.76)

I cov [Py, Py] 13

cov [Py, Py] = cov [Gy + Ey, G, + E,]

(3.77)
= cov [Gy, Gy] + cov [Gy, Ey] + cov [Ey, Gy] + cov [E,, E,]

EEIETE, cov |Gy, By BE U cov [Ey, G, BEIRFREL RGERADH T TH 205, ZHo3EBIT0THS LRET
%, —HTcov|E,, E,)EE5I

cov [E,, Ey] = cov [EC + EW,,, EC + EW,]

= cov[EC, EC) +cov [EC, EW,] + cov [EW,,, EC] + cov [EW,, EW,)] (3.78)
~————

=VEc

LEMRTE, BRPEO=IHIEI0TH S IRET %, MUEXD cov[Py, P)] = cov |Gy, Gy + Vec £ THP o 720
D D cov[Gy, G, DEMEIZ. B8 3.19 12D 2 cov Gy, Go] DETRDHIELFALTH 5,

(i) cov[Gu, Go] IKHIIBRESE VA AV ENETEENEHE. R (3.57) BLUR (3.58) Oz @D RHZRV, T4
DB u b o SFAMNEET R — oo 212, S8 Va/2 24T 3,
S u v EBEE LIV THBEDT, u,v DRORFHRDEBLT RIS 2 ERIZ. ROFOZoDMEFEE R T
D3 BRAL S DEMENZIHSHERTHD . ZNI1/2TH 3, BHBETICOVTHRBTH 2, LEs->TELS

HENEAR 7 B T DR R
Va

2

Va

1
+ 5 = EVA (3.79)

N
N

725,

(ii) cov [Gu,Gy] WWHEEESE Vp BB ENEZTEEN220E R (3.64). R (3.65) B LUK (3.66) Difam % i VD REHIXR W,
FTROBMER w & v DZNZNDROMEFEIEETF =00 HITE & 52 VHETHHENTHIURX, 78 Vp L 5,
L u v EREEILVTHEDT, u,v DFORFTHRDOBIEFIFRMEANTD D, »OoRTHROBLT D FENT
HHHERIZ, (1/2)-(1/2) =1/4TH 3, LIh>THEL ZBEUEDHLT OREIZ

1
?@ (3.80)
e 5,
M Eoiim & b, BT REO LI

1 1
cov [Gu, Gv] = §VA T EVD (381)

THH, LlRERAZDHDTEE S8 THK (3.72b) 2155,

RS 3.23 X x S W DBIEHEDEZE cov |Gy, G, ZEHFRE T2 TEE (B, ZVANAJEMTH S),
e ZERZ x5V EEZEZ LD, EDDITIFL N D mating table W %
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R\ A1Aq (p?) A1As (2pq) AzAs (¢?)
FAA L | FAA 12| FAA O
A1A; (p?) FA1A 10 | FAAIL/2 ] FAAy:L
T AsAs 1 0 T AsAs 1 0 T AsAs 1 0
FAA CL/2 | FAA /4| FAA IO
ArAs (2pg) | FALA, 1 1/2 | FAA, 1/2 | FAA:1/2
FAsAr 0 | FAsAr:1/4 | T AsAy:1/2
T AA; 0 T A1A;:0 F A1A;: 0
AsAs (¢?) TAA 1 | FAIAI1/2 ] FAIA O
T AA5 10 | FAA:1/2 | FAAy 1

X9V BICEBETHEN AA, THD, Lo T ALEBERTEE G 2 oMERIEX. _ED mating table X D

1\° 1\?
Prob [(G11,G11)] = p* - 17 + 4p°¢* - (4> +4q"-0°+2 {ZPS‘J' <2> +p°¢* - 02 + 2pg’ - 02} (3.82)

=t =JExt iR

TH5B, £ Zr 5P VOBLGTFHEOHEAEDEDN A1A; £ AjA, THDH., LN > T ADBEFEMEDHAES HED Gy
¥ Gio TH BRI

Prob [(G11, G1z)) = 2 p4-<1-o>+4p2q2-(1 1)+q4~<o-o>+2{2p3q-(1-§)2+p2q2-(o-1>+2pq3~(o-1)}

42 2 2
=X =IExf AR
(3.83)
THbd, TITHEED2IFZ 1 5720VDUMANFEZITHIGT %,
ZDOEIWEET 2 . REAIC
1
Prob [(G11,Gn1)] = p* +p*q + ZPQQQ
Prob [(Glla Glg)] = + 210361 + p2q2
_ Lo,
Prob [(G11, G22)] = + oP (3.84)
Prob[(Gi2,G12)] = +p°q +3p°¢ +pg®
Prob [(Glg, G22)] = + p2q2 iy 2pq3
1
Prob [(Gaa, Ga2)] = + P’ +pg’ +dt
2192, ZhoDMHERZHANWT cov[Gy, G, ZERDPOEHIEZ TS L
1 1
cov [Gu, Gy = 5 2{p(G11 — G12) + q(G12 — G22)}’pq + Z(Gll —2G12 + G22)*p°¢°
(3.85)
L 202pq L1 5°p*q?
2 —— 4 ——
=V4 (3 (3.34a) Z2ZH) =Vp (X (3.34b) B )

L BDT, 7 (3.81) BB SN B,

5 3.24 il 3.18 DEUEFI % 5| ZHE XML & 5o BLETFEMED (G11, G, Ga2) = (36,11,11) THEZ SN, BIET Ay, Ay D
EEDS (p,q) = (0.6,0.4) THEZBNBB|ATH B, T, Vi =108,Vp =36, Ve = 144, Vp = 288 TH o 7z,

Bz, 2% £ 5720WTH 2 0K u,v OREA P, P, OMBAREZRDTA LS (MHERBOERIFZX (0.23) 2BH),
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Bl 21238 (3.72b) 2BV, FLEBBICHRT 2 0B VIS IZRBENE Ve DENTH B LAEL LS, LisoT V) =
Ve/2=T2 7%,

Z Ok, R (3.72b) &b P, & P, DHESEUZ

1
2
ERb, LIzhoT Vpu = va =VpTHBZE WKWHEET 5 2. ke 2HBEHREE

1
cov™ [P, P,] = 5 - 108+ - 36 + 72 = 135 (3-86)

135 15
(FS) _ 15 3.87
2 /288283 32 (387)

7%,

3.6 FEIRECERIDE
SETHRLTERERC, A P IO THRER (b LARALER) 2002 RkNEEZ LS,
BRI, (RO W 1dZ DFREE P 56

W =1+s(P—P) (3.88)

TRETDERET 5, LLRT |s| 1T/ NIV T 5, T X=X sid, READ 1ML ROBECEDOE S THD, FER
AJFE (selection gradient) &I %,

BLs>07261E, REUHIERTI P I REVEABPSERTH 2, KT s <0261, REUHIEETIG P X h/hxwn
AR ERTH %,

CITRORZEZ %,

o B SFISEIWEUFZEATT VY XL > T UKL, BIEE1T o 72 B0 ER 2R ST, 2o NEGEGEE
1K) ORIUZE Poarent TET,
o BIHRDOIEEXRAEDHKRD, FHROEXFHA DL EE P TR,

ZORE 9 AS = Poarens — P13 MEFEIAEMEK) & TRIMROVIGE) 0ETHD, BHECHIT LS5 L LTV SEIROK
XXE2RT, ZOETERE (selection differential) (% L < I3BRE) LIS,

—# T, #5 AP =P — PI3EBICRINC )2 0 1B RO KR E 2 KT, ZORLERGE (response to selection) &
,Xo

BHGE CEPUCE R E D X S BRI H 2725507

fRER 3.25 JEHUE LEPUCEZFIHE T %,

TRIRE AT 5, EHED -
Proeent = L (3.89)
parent — W °

THb, 1 (3.89) DEHE, K (3.88) DMLOEM TR L 22 TW =145, —H. R (3.89) DT

WP={1+s(P—-P)}P=P+s(P2—P*)=P+sVp (3.90)

TH3, LIz CRENZEZ

AS = Pyarent — P = (P+sVp) — P =sVp (3.91)
b,
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RISEIUEEEFAT B0 FUHRES XOKBROINDEET A1, A, OBETFREEZNLNY, ¢ (0 +¢ =1) BEOP, ¢ (0 +
¢ =1)t¥5L, HW Ffio [T
{5 _ p? P_ﬂ + zpqplri + quzz_ (3.92)
P'=p?Pi +2p'q Pz + q* Poo

ThHd, TIT P IBEEBETE AA; ZROMEBLZFEANTED, ZORFMOFEG LM 1ETH 2, LOLEBSZIS
DA indv 1 Pnay = Gij + Eingy 2723026 (DF D, Gy & indv IS 720), WD FEZE - T
P =Gy + Ej; (3.93)

THb, TITIITE; IFEEFRAA; ZROMEKLZIEANTED, ZORERADFEIE2WM-ETHD ., E DR
FACESIC0THDERET S, LidioT
Pij = Gy (3.94)

THh, K (3.92) &

P = p?Gq1 + 2pqG1s + ¢°G
: P Gi11 PqGi12 +— q Gag (3-95)
2 = pQGn +2p'q'G12 + q'2G22
*ET 3,
WE, p EpDEINIL, p=p+eBIFTVELT2 (¢ 3MNE), Ok, & ULEOMNEEZ R TENTSZ LT,
p? = (p+¢€) = p* + 2pe
2p'q' =2(p+e)(q—€) = 2pg+2(q —p)e (3.96)
*=(q— €’ ~q¢* — 2
rEFZOT, Zho%ER (3.95) IRAT 22T, BEREEX
AP = (p? — p*)G11 + (20'd — 2pq)G12 + (¢ — ¢*)Gaz
~ {2pG11 4 2(q — p)G12 — 2(]G22} €e=2 {p(G11 — G12) + q(G12 — GQQ)} € = 2a€ (397)

=a (KX (3.12) 22R)

2%, ZITaldBRTEBDOEEMETH S,

TR elZEDISRETHS 5 H. BEFH AA; OFEESE w; 133X (3.88) & A EK indv IZEH L 72X Wingy, = 1+
$(Pmav — P) @, BIZFH AA; ZEOMEKICE S FT% & o T,

Wij = 14+ S(Gij = G) (398)
TH206 (F: BUEZEOH®. 2% Py =G, 2ffiorf). K (1.62) »MEZ T

P =p+spg{(Gi1 — Gi2)p + (G12 — G22)q} (3.99)

=«

TH2 GF: K (1.62) TBWT s = 5(Gyj — G) £ THIRWV),
o T, X (3.97) 1T € = spga ZIRAT X XV T, FERIGEIZ

AP =2a - spga = s - 2a%pg =sVy (3.100)

~———
=Va (R (3.342) 22

7%,
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AEOMREZU LD 2,

BRE © AS = sVp (3.101)
BIRLE 1 AP =5V, (3.102)

L7ehio T, & IRZE LEFINE ORIRIE. EDBIER A2 =V, /Vp ZHWVT

AP = h*AS (3.103)
ERTIENTES, K (3.103) ZBERAEIN (breeder’s equation) I3,
e 3.26 HIAICH D 2 BAREIUCER D H 5355, BRISEZR TR (3.102) &, K (3.103) D FER R0 b EHAR

HOBEERNE L%, BIEFEG ZOIHOIHIMERE A L BERE D OB LD0R, ZhooX2ENT2-0EF o
THBRE TR,

fREN 3.27 BEFRGER (3.103) TEUSE AP MEIRZE AS @ h? 51272 2, 3.5.1 HiOR (3.50) TRLEELES K. T
DRI O O RBBRN T 2 [FIRED h2 TH 205 IUIENRERV, DF HEBNARSETSE 2 PRI
L. BAORBMD S BEHE B2 O LB SRS THS,

3.7 ZEMDIHE

QTL A L > 1 BENid» 2355813, L=10ROMEREZRD X5 IHERT 5, IR, BEORTOEE 2 I0E T %, B ¢ 2R
TRRIIIERT () 205 2 LR T %,

THPDRTVEIIZ, L=20R2HHAT 2, JFHMKET L (3.21) & 2 FEALIZHRGR L T
G— G« _ a[l] X[l] X[l] + 5[1] W X[l] _F
(Xit2 : 2) (X1 i 12)( 22 22) (3.104)
+am<[]—xua+a<x[ - X = X e

YFAUE, ORISR 2 ED T T (R (3.9) ZRNTT B ol ol 61 5P Ak E B, ZheERAWTEENICE TS
HILEEE ALY B X OEERZ DI %

4 4
Al = o0 (x14, - x[0,)

(@ _ Sy 8 _ 5@ (3.105)
Dl = 5[€](X11 - X1l )(Xz - le )
TED, £/ (GFIO)HINEE A B X CHEERZ D %
L
A= ZAW]
o (3.106)
D=>Y Dl
=1
TEDD L ERHRT S, $2bbBK (3.104) 1
G—G=AMN 4 DM L AP L DBl L e — A4+ D+e (3.107)

LEF I LITR 5,

L LEDE, IS YRR 2R H S (0F D, REENIHT 2 SEMOMEIAEMI TRV BE, EEO FEFHOD
BME Jiin 1201278 5720, L7zdio T, BTV (3.104) WA LZRO BN TOLAEFEHDIRAT 20ESH D, KD
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FrtixzhsidogtcREIhd, B THFFEI7LET LR
¢ =G =l (x{l]y - xfly) o — X! - x])
+al(x, — xfy) + o x P - x P - X

1 1 2 2
+taA {(Xuz - Xuz) x (Xuz - XHQ)}

+eap { (Xl = XTL) x (xP = xPhef) - xPh} (3.108)
b {1 = X el - X0 x (2, - X))

+upp {01 = XM el - X x (2 - X e - X))

+e€

Y3 CREFVIAYXFT 4 4%] i), TOETNDREDR/N_FMEIE Jpin =022, ZITIITRDIHETE
i taa,taD,tpa,tpp ZFHWWT

o iy BESTHE AAND ¥ B (AAIZ—2D B ART), ZHUIEL 1 OMNLGEILE L FEAL 2 OMILERED R B AR
HATH 3,

o 1up ZHESITEE ADM v B (AD Z—2Di B A% T), ZHUIFEN 1 OMHLEEME & FEAL 2 OFEMRZE D HAEH
TH 5%,

o ipa BFESTEE DA v BL (DAZF—2DILB L ART), ZHUIEN 1 OFEMIRZ & FEAL 2 DHENLE(EE D S AR
TH5,

e 1pp BESTEE DD v BL (DD EZ—2D 5 AKRT), ZIUIFEN 1 OEEMRZE L HBAL 2 OSEMERZE D3 HAEH
TH 5%,

e, K (3.108) TR
G—G= A4 pll 4 AR 4 D 4402 L Ap2 4 p A2 4 ppl2)
PEGL 1 OERNR EEGL 2 OERNR BN 1 & 2 ORREAEH
— A 4 AR 4 pll gy pl2l 4 4402 L Apl2 4 pgl2 4 ppl2
—A GHIGEER) =D (MRS =1 GHEAFFIRZ)

rEIB, X (3.109) XH B XS5, EMNEOIERXIALEE S, HINEREMHE A B XUCEERZ D &R WIEDOM
I %, HHE{EAfRE (interaction deviation) » L {IZITERX &L Z{RE (epistatic deviation) & .5,

(3.109)

fRER 3.28 X (3.109) DFELIIZAF STEAE TN TVWBED, THEIMBRTH %, RERSIEK (3.109) THEAD G #HLIKE
H3 22, CORGEBLETFIHEGC 28+ 1=9HTHHL S>3 1250, B 1ICH 21 RR 2 EETENL 3@
DHZHDT, FEM 1,2 %2B3bEREGETFRHEA R =9V H 205, brd LHOBBHDESILLTH 5,

JENIAS 3 0B BIGE. FREDHEMICE> TG —G 2T 2THIZLE T3 —1=26THHDH 2 EZONDH, EFIHRTAHAS L

G -G =AU 4 pll 4 AR 4 DB ABl 4 pBl
+ AAD?2 4 ADI2 4 pAl?l 4 pplt2
+ AAMS 4 ADIS 4 pAlS] 4 pplts]
+ AAR3 L ADBS 4 DA 4 ppl2s]
+ AAAUZ + AADR23 4 AD Al AD D23
+ DAAMS 4 pADI] 4 ppAl2s] 4 pppli23]

(3.110)

TH Y., HFFEDIZ 26 BAHIRT 2, 2055 3THOH A = Al 4+ AR+ AB pstEf&E(EE, 3TEOF D = DU 4+ DRI 4 pBI
DEEMREZE, ZLTHEY 20 B TOMPMHEE/ERAREZI TH 3,
Ko TRBAUE P IIHEKRINCLITIO X5 Bnfd =) %,

P=G+A+D+I+E (3.111)
N——
=G
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Z DR, RIITE D 7RI (3.33) IR T

Vp=Va+Vp+Vi+Vg (3.112)
—_———
Va

LRBIEPHSLENTWS, Vi ZHHEFASE (interaction variance) d L { IZTE XX X538 (epistatic variation)
CIESR, MHEERRFZE, HEEHSEOEE TS, Bifli E TOMBIZEARMIIED &0,
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4 EHRTEOELLETIL

(FEOBMELBH) AFEGEFGHETRINZFE IO BARABRRY D L5 I N2 0 E¥ R, 2ETHW R
A gambit Zi8H U, EARRIIE— RO AV O RENNICE R Z Y Tkin et 5, BRI 2 DIF 1970 4F
WICHELE N Price HIEATH D, THzimic UTRA RBIRITROME (F © adaptive dynamics Bam) dRE L7, KET
W5 NEDEFBERETHTRDNSE Z 2 idd, E56h 0 LELEMFONETH 5,

Price DERIX, HEHE DD A% HIGE » FWEEO Y UTIRA 28I H 5, HRTIERZIEYARDEHRE L
THRXNTWAED, HEoEEHWEERIZZ 0B IBERHGOREEICH K= L HIL 7=,

2B R D RIVBIIEE Tl CEHANC A LT\ 5 720, RERRE D225 II KRB DS 717 p DI
HREABRBENTL 205, THERHRRGEZROCTEHET 2 2 e L v, 2070, REAPFGPRBA UL EITiR -
TEI o DRFFERZ S 2 Tk TR L,

AETIX Price FEEROEL RIS LT, ZOMWREE SEPHER L., BRI L CEboAmE H S DN TEHT
X255 KRB HEE T3,

4.1 Price F1ER,
HEHEE ¥ 2TEEOELE —RINZOM L X9, UFOREZEL .,

(1) BEHO&REKIZD 2B 2z ZHATWd 525 (Bl HR),
(2) BERICIZHEICE w EE > TED ., BOEOBIZ IR F2HET LT 5,
(3) AFNTFREIBOBEN 2 025 Az RIEL LM 2 + Az 2Ro 5 5,

FRER 4.1 A2 3BFO TNV THKEL TRV, 377bb, BlOBMDL 2, THDH, ZOFOREMD 2, + (A2), THEILEE-
W3,

ok, B XIMKOMT, BEORE T z ZEDESICENTE2THA 50 ? LLINDEI S E2 4T %,

e z T, HFHLTW R EHOHEMRICBY 2EHTFTERT,
e 7 T, HHL TWAEHOXIRICBIF 2EMAFEEEERT,
e AZ T, 2D Z —z%FKT,

BtROMAED S L% i b T 5L, o
;2 wi{z +(Az)} Wz 4 wAz

o _ 41
THE0 6.
() =cov|w,z]
- —_——
AEZE’—E:W—F})AZ_;: W—iﬂwé +w%z (4.2)
w w w
b, LT
WAZ = cov [w, 2] + wAz (4.3)

Z18%, 3 (4.3) % Price A2 (Price equation) & MR (Price, 1970), HiZ Az = 0 TH B FFTIE, Price HERUT LD
Hifc

WAZ = cov [w, 2] (4.4)
&%,

Bl 4.2 FEICEDEN 2 ITHRBICKEEL. Bl
w=1+4+s(z—-2) (4.5)

LEIFIGEREZL D, TITsBBERGMTH 3,

Price /723X (4.4) 1IZBWT
w=1+s(z—2)=1+s(z—2)=1 (4.6)
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TH5, £, HoEUZ

cov [w, z] = cov [1 + s(z — Z), z] = cov [1, z] +s(cov [z, z] — cov [Z, 2]) = s - var [2] (4.7)
% T 5

THZDT, TN5% Price HER (4.4) ITRALT
AZ = s - var[7] (4.8)
%155,

R (4.8) 1F. EIGEEFAICBIT 53 (3.101). (3.102). (3.103) IZBWVWT Vp = var[z], h2 = 1 L BWIRBIRGEICHE L T
W3,

Bl 4.3 @Mz £ LT, BISE w BEZ L o TA LD, ThOB z=w &5 5, ZOK Price 12X (4.4) 1&
WAwW = cov [w,w] = var[w] (> 0) (4.9)

7%, Zik Fisher DBAERDEARFEE (Fisher’s fundamental theorem of natural selection) & FE3, FAEH
(4.9) & W EEPEGEICE w X BRI X o THIZHE (BECiE. JFRD) 5 2e00h 5,

L LD, BEAREH (4.9) ZEBHT21ICH7z>oTE, FHHLFAEUECEZZIHM S EVISBWMRENRINTVSE Z I
FEL LS5, BRERC X > TEFOBRAZED D, ERIOMEDEIC K > THERDFEICENED > TLED X547 —
LHEGRN BRI TIE Z OREFIY TEESRVDT, 20 X5 RGETEREFTFEREGE o ZHEFNITHINT 3 23R 520,

fRER 4.4 AFETIIRIA gambit 2 O —fFERBEATEEY 25 2 TV 5 D TEAEHIIN (4.9) OFZ LT0a2, LK
B gambit L. “AEHREWEAETEEY 2 E 2 72581, MEOHMA (BIEERY) ZHV L. var [w] & BEIGED
MHILEEAHL KB XX 575,

Bl 4.5 LIFTIE, @ ZEAD index & L, j ZHIED index ¥ T 3,

BRI 51 D25 5, DIBDEND—DOHMEEFOL L, HlE s; ZFOBEEKOBESELZ w; £BIT 5, ZDRIITBWTHE
HwoEM 20) ZRD LS ITED B,

o1 s s B R
2 — (4.10)
0 Bk i BRI 5, BRI TRVBE
B 20) 1B F % Price HER (4.4) 1&
@Az = cov [w, z(j)] (4.11)

LB, £IAHT0) OBKEEZ S, B 0 OEMTE L &, ¥ s; 2RO KDL OMEE «; 1IFh7% 570D 5,
TH%, —/T
cov [w, z(j)] = wz0) — @ - 20) (4.13)

TH%3, R (4.13) ADOEH wz() IZOWVWTEZ 3 & w2l OffE, ¥l s; ZFOMK BEE 2;) OBAE w2l =w;-1=w; T
HY., ¥ s; BRZROVERDOBE X wld) =0 THZDT,

LitETE S, Thz (4.13) ITRKALT

cov [w, z(j)} = wjz; — Wx; = z;(w; — D) (4.15)

56



TH b, 3 (4.12). (4.15) ZITD Price HER (4.11) IKRAT B &,

’,_
J

Wi

w(z; — zj) = zj(w; — @) = Th =5 = (4.16)

w

2192, 3 (4.16) IZBEBEEEI DL 77V o — 2 =R TH 2 (X (2.6) kRO L 7)) 7 — 2 =GR e g X)),

RS 4.6 BEEEFREIRL 7V 7 — &2 — K (4.16) 2 SRR L 7Y 7 — & =418 (2.6) 2B T2 EXD XS5 cTh
RV,

HERCHEAR T 1 IREA 7S 2 ¥ %, R T At IFRTEA R Z 2 iIE X8 5, FMEBHREF L CHEIGED w; THE L
. HHREE T L TCREERS w, TH D I LICHIEEES, X512, EHERE L TROMRITITHDB L TIHAT NS
&, HEREEFATIICRLE 1-At=At TH B Z 2 IZHIHIE 3,

PLEED. K (4.16) iIBWNT

xj — ;(t)
x; — x;(t + At)
i — 14+ (w; — 1) At
& (w; —1) (4.17)
=f;
w— 14+ (w—1)At

——
=

725 BIRZIT ARV, BRI

(1 + FAR{z;(t + At) — 25(8)} = ;@) (f; — At

L e ) (4.18)
= @+ BB H0 g )

DT, RN (4.18) ITBWT At — 0 DR Z S Z ¥ T, @kl L 7Y 7 — 2 — 518X (2.6) B 515,

B 4.7 FATEIOELZHEGR L & 5. ERDEN 2(>0) i TFME) 2R L. MM z OfERZ

o FIBEEICHBIL7za X b ez 23KHho T
o HID — b F—12, FMBEIZEEBIL 7=H2k bz 25 % %,

ERES B, N— b F—D THME) & 2, EEZX, = F—DHTINT 2THBFRRITEDLNTVE LT 2,

ot E, EHT 2 EEDOBEICE wid
w=1—cz+bzp (4.19)

YEIFZ ORI L IRERTHINEL, LEDE>TODd w> 0Dl InT0W2E e RET 3). 3\ (4.19) % Price R
(4.4) WRALT

WAZ = cov [l — cz + bzp, 2] = —cvar [z] + beov [z, 2p) (4.20)

2185, L7edio THREPFINMEDEMS 256413, Az >0, T4kbb

>0 (4.21)

THbd, ZITHIHETHDL cov [z, 2p] /var [2] 1&. 78— b F—DFIMME 2z, D, EH T 2EEOFNEE - NDEIFHRETH
3L ICHEREY &, TRbBL cov(z, 2] [var [2] AL ZD— b F—DFIMEDEMEERLTE . ZOEMUENEW
FERMMATEIOEIZ LR T K5,

3 (4.21) &, [ERRECE M7 & B 213 Hamilton AZEITWS (23, 243 Hamilton Rl & EFEIXHIR ),
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Bl 4.8 B 4.7 ZTTiC, ISR EAMITEIOELZHERL & 5. TEIMEERDENE ¢ 3. FMAMEEDZ 5 ThrvrzRT 2ME
% Q< ON

o FIMBAIEARZ 51 g =1
o JEMIfBAIEAZL 51X g =0

ERT LTS, ZHEFMELRT A L IEFIMGERT Ay DSFEL. g DMEERDOBELEFREIHIEL TWAIRHERL TV
5 ZEIZEDPRSIRV, NS— T —DEEFRER g, LEL,

ZorE, FHT A EEKROBEGE w ik
w=1-cg+bgp (4.22)

CEFBERETE O cld 1 HRTHHNEL, LTV Dd w > 0Bl INTVWE EIRET 5). R (4.22) %
Price /723X (4.4) IZRA LT
WAG = cov [1 — cg + bgp, g] = —cvar [g] + bcov [gp, g] (4.23)

218 %, Ledio THMLERFOBELEIN T 5 5&FI3. Ag>0. T4bb

_c+b_w>o (4.24)
TH 5,
3 (4.24) ITHN T BlRRE
r= w (4.25)

F. R =+ F—DEEREMEZR L, BB TRINTVS Z 226 22 ERMEE (regression relatedness)
EIER, [ERIMARE (4.25) ZHWVIUE. 3 (4.24) 13 fEHELIC

—c+br>0 (4.26)

LEH»N S, X (4.26) Z Hamilton B (Hamilton’s rule) & M3,

5 4.9 Price 52 (4.4) 1 3EY » DEFAFHYOEL L 2 TFHITERVE BB, FlZ BN » ORFNSHOZELD
TFHTE 2, ZDDITIE 2z D7EL var [2] 5

var [z] = 22 — Z° (4.27)
ELET TV REVWHES, L s THoRDOZEE
Avar [z] = var 2] — var[¢] = (22 — 22) — (22 — 2%) = {72 +A22 —(Z+ A2)2} — (22 — 2%) = A2Z — 22A7 — (A2)? (4.28)
Thb, ZIT
q=2° (4.29)
bIERDOFOBIETDH 2025, ¢ 12 Price 512K (4.4) ZHWT
wAG = cov [w, q] (4.30)
THDH, K (4.29) D qDEFEE ERRALT
WAZ2 = cov [w, 2°] (4.31)
2185, Lo TR (4.28) 1, #HED Price HER (4.4) & 22 1ZBIF % Price AR (4.31) ZRAL T

Avar [z] = v [;U’ZQ] - 22C0Vg}’z] _ (Covq[zvvz]>2 (4.32)
218%, L IE W 22 (cov [w, 1] /o) (ZAUT=0TH3) ZMATEHTZZickd, X RPLTVR
cov [w, (z — 2)?] (cov [w, 2] ) 2
Avar [z] = — - — (4.33)
w o
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WCEHDHTE S,

4.2 Price SIEEND &
Az i+ Z D Price 712K (4.3) DIGHFIE LT, #BEDH B (structured population) Z& 2 X 5,

EHE TV i =1, ,n; TIHERFHT 5720 O DPER (subdivided population) 27320 TED ., K% OHF
DEEIZZ NN j=1,--- n; THRFEMNTISNTVWE LTS (n; 1IFiKET—ELT2), TRDBEINL(i,j) T, 78
OHOER j 2RI DL T 5,

DU DARGE %2 18 <

(1) A (i,5) 13D 2B 25 ZIHZATWD LT 5,
(2) A (i, ) ICEHEISE w,; DEF > TBD, HELEOBLZFXMRcFEET LT 5,
(3) EENEFIRBOBEMY 2, ZZDEE5|ZHSDBD LT 3,

DURNThR A 72 P2 RS 70T T avg ZARD XS ITERT B, TR-DD (4,))- T 2R O>OER DS x;; ITH LT,

avg,; [xi;] = o ZZZ‘“ (z d&EL)
j
avg, [r4] = Zx” (z; EHEL) (4.34)
avg; [1;] = le (BEEXD=2TH?3)

LiED B, HHHBFABIC, (i) FF 2 RBOEEDREE 2y, p, KH LT,

nin; ZZ Tij — yz] y)

i

covij [@ij, yis] =
1
covy [zij, yij] = — D (@i — ) (yi; — i) (4.35)
] .
J

1
cov; (x4, yi] = — § (z; — 2
n;

LED D,

. EEEE IR L A\ Price FRREZEZ 5. EFLOMRE (3) kD (Az)i; = 0776, JAUS Price HRER (4.4) %A
WT

wWAZ = COVj4j [wij, Zij] (436)
TH2,

RICENHLEZ E L 7 Price TERZE X 5. 28N i ORI T & 0%E i OFICED LIRET 5, XitRICBVTHE
Ml i I3k A R FFET 20, 28E i D2 23 0h 25, HHEH i NOBAKICOWTIEID D SR WBIEREEZEL TA X
5. BRRNC, ZoBI%EI

o KMRDHEN i DY A X
o IO EN i NOEM » OFIE

Larsiane L9,

PR RN i OF A & A (4, ) DY wyy OFTEZELILEZERLL, Y wi; ThHhob, bLbLDY A Xidn; TH-
e o, %I
2 Wij

nj
FiZiho/cZ iTisd, Zhze, HHEHZ —DDBEMR (superorganism) & Rz, R i 25 TF1 2 w, [BREAT)
b L<IE HEER o GESEL 2w, THoTel ART I LT 5,
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iz, M8 (i, ) BIRHE 2 B HOT% wyy BKEAF DI p 5. RIHROSEH | NORH - O T

i > WijZij
X wy
TH 3, RO DEN i NOBEM: » OFEHIZ 2, THol=2 o, BEED S RS TBEEE Utk 25 2 72 o 7225, #@E
Ko Ty & TEMy 232 TH 251 LK TEEKD T 25 TF1 KRZGBPIN LR, TEM) 25 Az = 2 — 2, 2O EAL
L7zl EARTZENTE S,

(4.38)

L7t o T, 78E i ZBER L A2 TBEZEOHMATIE, Price 72X (4.3) ZHWA Z e N TE
WAZ = cov; [wy, z;] + avg; [w; Az;] (4.39)
DI WRVASH

—7C, SREY BRI i NOEED A% F % il OBHIE ORI TE. 78 i WTIE Price 771230 (4.4) 235K D
H. FRUE

’LUiAZi = COVj [wij, ZU} (440)
TH2,

DE D Price T2 (4.39) 137 HIM (between) 121372 5 < HARFEIRZ, —75 T Price TR (4.40) 30 EHN (within) 121X
oK BRBERZRTEEZ L ZeMNTE, K (4.40) % (4.39) OALHE KA T 2 Z & T, Price TEXD 77 f#

WAZ = cov; [w;, z;] + avg; [cov; [wj, 2i4]] (4.41)

between within

MR SN (Price, 1972),

LNRHEN E 5 I AN TR > TWB5E (B 1 08RH i DFI/INDEN j 235 D ZOHIZER & 230 2855) REBIRAT
(i, 7, k) DEL~LD Price TIEAZHAGOEIUL, Price TEXDDEZF2 2L TE 5,

5 4.10 Price RO (4.41) IIFAILRBRELZEZ S b, K (4.35) 2RI HRT 2 Z e TEoh b, 20E
2 TR,

COV;j [%j, yij]
1

= g 21: zj:(%‘ —xz:;r i =) (yij —yz:;r Yi —9)
= ni]:llj XZ: zj: {(@s5 — ) (Ys5 — vi) + (@55 — 2:)(ys — §) + (zs — Z)(Wi5 — vs) + (2 — Z)(v: — 7)) )
= ni Z cov; [z, Yig] + ni Z(y ) Tj] Z(xij — ;) +n% Z(xi - ) ;j Z(ym — Vi) +n%_ Z(xi - z)(yi = 9)

=0 -0

= avg; [cov; [T, ¥is]] + cov; [z, yi]

B 4.11 Price SEKDOIE (4.41) oz LT, 7REANOAMMATE2E X 2, FHERHICIE n; = n f@A2E D, FhEEF
ERoTWVWS (g=1) 2FoTWiRW (g=0) 2OELL2THD LT 2, FERDEICEI

ThHEZzoN2r235 (g 1 39%EM NOFIMPIEEROBEETH 2), THOL, FMTENIITAEICIA L c 322 b, 20K
b EGEEDTRHNOEBICEN TR b/n AT, FMITEIOEERDS ¢ > (b/n) 2. EBHIOFEL I X +D
BARICOWT b > cZ. UMRET %0 £4b,cldT5/hE L, Laho THIGE wIXFICIETH % LIRES %,
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Z DG % Price HTERD 73 # (4.41) ITRAT 3, within HOHEHIZDOWT,

COV; [wijagij] = Cov; [1- cgij + bgiagij] = Cov; [Lgij] —C COVj [gijagij] +b cov; [gi,gij]

=0 =var;[gi;] =0
ThHd, ¥/ (4.43) DL i DY avg, ZH - T,
wi=1—cg; +bg; =14+ (b—c)g;
TH 275, Price FEERD DR (4.41) D between JHIZDWT

cov; [wy, gi| = cov; [1 + (b — ¢)gi, i) = cov; [1, gi] +(b — ¢) cov; [gs, g4
—— ————

=0 =var;[g;]
THb, YEED. Price HERDIR (4.41) 1

wAg = (b— c)var; [g;] + (—c) avg; [var; [g;;]]

between within

7%,

(4.44)

(4.45)

(4.46)

(4.47)

R (4.47) D between HIZF—MRICIETH D, ZDHDZHE var; [g;] 130T N2 T FIMAEARDSEEICIX 5D 223D % 2
(DEFMIHED 2R3, —7 T within HEZ—RICAETH D, Z20HO77E (DY) avg, [var; [g;5]] EREFIAT 2T

EERDSEICIE D E 03D 55 (TEEINTHD 2R,

D% D NI CHEA DSARICIX S D E 93D 21 EFMATENIEN L5 <. BN CTHMbEER & IER ffE (A D 1E A

HIUEDH 2 FCRMATINIENL LI W, ZHREREBNCHHEFETE 3,

Bl 4.12 X 5125 (4.47) ZHRT 3 72 DI BRI EBEG 2 & 2 %,

SJEEE =120 oLk wve L, S0EHAOY A4 X% 10 £ § 5, LHIPICERIMMAIERRDS 10 EA, FERIRAIE 25 10

ko, &5t 20 EEP N3 &3 5,
(1) FH—ofltid, EEAOHKIIL TORTEZ SN TWVWE 2T %,

AMLEIEA DR JEMIMRIEA DR AR EAE

EER 1 10 0 10
] 2 0 10 10
NN 10 10 20
Z DR
gii=-"=g110=1, g21=-"-=¢g210=0

2L TEL., nEFANFET
g1 = 17 g2 = 0
Thbh., HEFAMDEUX 2
1 1 1

var; g1 = ave, [97) — (ave o) = 5 - (2) -1
THb, FErEMANTRIL

var; [g1] = avg; [g%;] — (ave; [91])* =1-12=0

var; [g2;] = avg; [ggj] - (anj [92]'])2 =0-02=0
X D EFADE D1

avg; [var; [gi;]] =0
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THB, DERR (4.47) A LT

WAg = + 0 (4.53)
~—~~— within

between
2195, ZOFITEFAMPEELSDER 1 2 FICEFRLTEELTEDY., 20X 5 2GaftTaniEts 5,
(2) BT, BREFHDOHKIILL FORTEILATVWS T 3,

At ER R JEMMAEA DR KRR

SERE 1 5 5 10
M 2 5 5 10
NN 10 10 20
Z D
gli=""=g15=1, gig=:'"-=gi10= (454)
g21="""=¢g25=1, gog=-"-=¢go10=
e LT&L, HEFNFEEIE . .
g1 = 57 g2 = 5 (455)
Thbh., FEFMTHEIX .
1 1
var; [g;] = avg; [g7] — (avg; [9:])* = 1 (2) =0 (4.56)
Thb, FBrERANSHIE
1 0N\ 1
var; [g1;] = avg; [g%j] - (anj [91j])2 =5 (2) =1
) (4.57)
1 1 1
var; [ga;] = aveg; [ggj] - (anj [92j])2 =5~ <2> =1
X D 3 EFANDE DX .
avg; [var; [gi5]] = (4.58)
TH2, UEER (4.47) RALT
A c
wdg= 0, +(-) (4.59)
between Rg—/
within

2155, ZOBITEIAMEAIEREE T OTEFICEANRALRCESIE > TV DT, FMITENIENL T Z R0,

f9RE 4.13 il 4.12 12> T LUR DRI % fEdT 8 Ko

AMLEIEA DR JEFIMBAIEA DR R EAEL

par- bl 8 2 10
DM 2 2 8 10
LR 10 10 20

4.3 DHEOERAEN

Z 2 ¥ Tl Price H1ER (4.3) ZAWTEICEEDOFIIHE z DEL AT E 720, FEHTERIEESHBREIED X5 1E
LLTWBE2507?
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BB - OBES % p(z) L BE. B 2 280K OEISEZ w(z) LB, FIIBOBE : 22020/
R U7z, RIMARD 2 DOHBEE prexe (2) EED XS BEEA 557 (1 KRODHERT OIS 9/ (2) ZFVnizve
ZAED, ZORBEMALERALRLTOVDT, HATHOMETIEZLS puext (2) TRV ),

P(2), Prext (2) BHEEDHi R DT, RIKT ORI
[ pote=t [ ptde=1 G (4.60)
Bl LTWRITAUSR B RV, 2 AR FERBEIIRTIE w(z) BEXNB DTy prox(2) 1B 358 C 2FVT

Pnext (2) = Cw(2)p(2) (4.61)

CEDPND, T T T phexs (2) EHHSLEMF (4.60) iz 2RISR VDT

/00 Prnext (2)dz = C/OO w(z)p(z)dz =1 (4.62)
THBILhb
o S— (4.63)
Jo w(z)p(2)dz '
Wb, ZIZTC DE .
o= [ wEpEd (4.64)
BHHROEFTFEEIGETH 5, Lz > TR (4.63) 2R (4.61) WELT
_w®@pz)  _ w(@)p(z)
Prext (2) = ™ wepd: ~ w (4.65)

THb,
BEROGMOFIG L 578 E 2,020 KRGO FEH L 0% 2, (0?) L xhzhBl e, Zhsid

zz/ifM@w U%Z/Z@_¢fM@w (4.66)

= / ZPnext (2)dz (0%) = / (2 = 2')*puext(2)d2

EEIT D, BICEREB w(z) OBEKNRIEL T bine. Zho gL gEORBZE 2L RIZER T E R0,

4.4 ERDHERAVI-IER

B O DT p(2) CIEBROTEZ . EISEERIE w(z) CIEMRO ORISR R L 5 E 02 EM L £ 5 (Lande 1981),
LR 2EET %,

(1) BUHERONTE p(2) E T 2. D02 DIERNETEZ 5N 5, ThbB

gﬂz)—-VE;GQGXp{(Z2U§V} (4.67)

9%,
(2) BSEREB w(z) 2. FH 0. T w? OERDMREOREE (Gauss BIED
o2
w(z) = exp {— (Z2w§) } (4.68)

THZ %, ZOBCERB w:) ZEMEOTETERR, 2 =00 ERFETHD, HLEDOY —27 OlE) w BET
HBHZERLTWVD
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e 4.14 X (4.67) KBV THEICERD A EZMRE L7z —H T, R (4.68) TEZ S Lk - 2BEIK. 21 p(z) 720 558k
S (4.60) 7z RTIUIRSRVH S TH b, —/ CHLERBIXERSE L THELDORERITIIRA SHEELRIZE R0
DT (ZAUIK (4.65) DL LD 3). R (4.68) DIEFHICIII (4.67) I8H 3 & 5 RERDI D0, b5 AAIN (4.68) %
B R ERAORIC L TEVI RV WS BB <. 2D

w(z) = Q;WQeXp[—(Zi;fV} (4.69)

ETHRERVWEITTH S,

2 2 TDOD Gauss BADORIZH O Gauss BARUIT2 2 WO BEENFEFEZ[MES . Ldio TR (4.65) DEHED 7T+ w(z)p(z)
¥ Gauss BT D 20 F72 ppext(2) 1FTTIZI (4.65) D X 5 I N TV D06, BUEEICIERINTH 5, ZDFE
COBUILITD X152 605 Z e ARFENERE LTHSNTWS,

, w2z + 020

=z (4.70a)
2, .2
N o w

R (4.70) BT L ORI T 2FHH (2, 02) = (Fsr,02) B 5Z 505, WIHIH (5, 028) 252 USHL 2L TE 5,

140 T
12} ’
10/

< 0.8}

06

04"

0.2

0.0
-3

X 4.1: #ifk3X (4.70) DEZE SO TRz FIAZAX (20,02) = (0,1.5), HEIGERBABD T X =21 (0,0?) = (2,2) &
iz, Bt =025t =10FTO 7y T, HADBEITON, 0 =2 X8V — 27 BFOPMHMITEINT WS Z 2 h
DH 5,

B 4.15 WifkX (4.70) ZBICENTA X S, £7 (4.70b) DML OH R ZH S Z & T

1 1 1
0t+1 (o w

THZDT, B {1/0?}ico,... FHHE /02, NFE 1/w? OFEEBIHITH Y,

1 1 t
—=—+ — 4.72
Ut2 08 v w? ( )
ThHb, TNEHNT .
2 oW
_ 4.73
ot o3t +w? (E-02)

DIH B, Lo Tl of I3H & & & ICHFARD T 2,
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KT (4.702) OFA» S 0 Z5[WTEHETZ 2T

2

i1 — 0= (% — 0) (4.74)

o2 + w?
Dh b, £oTHK (4.74) DB LUHWT
2

%—ez( y & O )(%—9) (4.75)

02 | +w? o2 ,4+w? o2t w?

Thb, ZITR (4.73) 25 EHFIET

w? o3t + w?
o2 +w?  o(t+1)+w? (4.76)
D3935 DTR (4.76) 23X (4.75) ICHWB &
2 2 2 2 2 2
o (ot-1D 4w ogt—2)+w®  w _ W _
=t 0_( o3t + w? odt—1)+w? o} +w? (20— 0) = oot + w? (%0 = 0) ()
285, THERELT , ,
Zt = 70'2t T w2 (478)
1% %,
RHCHR (4.78) BE U (4.73) Tt — 00 & LT,
Zw =0 BLUL o2 =0 (4.79)

BB TROBI (pu(2)}ico.. BHEIE ¥ 1T 2 = 1cR o U — 2% b OBIEICES < (BBRIE 7L X BIR0., SISHE
BB w(z) 2% 2 = 0 TIRAMRING 2 L #E2 3 L, ZHUZMROERL S A 5,

BRER 4.16 ARETHE L TWRB gambit 2 —HHBEEL T, MiETHLENERZONR L AH O ReHAGDES Z L
EEZTALS, BRI EREHEEEE 2 E 2. Bl : L3RFETH 2 & X 5, £ LU TREEEDO I (3.111)
BEZ D,

K (4.70a) ZEEZ D &

/ - o? -

21§20, AFHIGEREZR L TWRICT ERWV, BEKAER (3.103) X . BEULEIX ZUTHEOBRE b2 201
b DIIEDL RSN S, ZEREHEREY ZE Z MR K (4.80) 3RD & 5 RIEEEZIT 5,

o2
02 + w?

I To? 3RBBIGETH D, Liehio THE h2o? IZFMEIEESTHTH 5,

Z

7 —z=h

0 —7) (4.81)

4.5 SEEKEEROEV

HI S CIOISERIRE w(z) OTFCHA B, CAUZMEY & b ICRERE o7, L UAMPEDE 7 LTk L3 LIS SRR
Bk TEFORIE 1CkiE L TED S 2 L 0B 5, D D w(z) B p(z) OFCKEL TV BBELDH 3.

B 4.17 BIZIZ 2 DEYIDERY 4 XERT L L& S, EF L DHUENTEILNOBRPIREZ T2, T2 =1E05550,
2 =20 HREE, 2 =300 DX IHNIRIRY 4 XHHEIGEZRD 2D TR, ERIOFEERY £ X 212kt
NTENET 2 BREVD ] D KD BEMPZRAET L XHRBDESS50d LRV, TO XS RN TIE. BEICERE wid 2
DALST z DU D S B,
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Z ZCAHEITRBMY 2 2RO MERDBEISE w B3

o fEEDEMN 2
o BIEDEMIT z

DDIKFT 2 BB w(z,2) £ LTET 2 RAEMIL X5,

4.4 BT p(2) & BISERE w(z) ZIEHS M ROBED © L TH L 2 THEITIZRINDRIREIC R o 720 AREITIEZ S
FE, b DI p(2) IR BRIGERBL 2T, ELEXAFI72%52 2 2HIET,

R (4.73) TR X511, BRERD D% & ARIZEED ADVE R 28Tl p(z) DR E L bIThsl st
BH B, BIZRE. K (4.79) TRETEUIRR ¢t — 0o T O oTze LA LA o FEEROAYEM Tlakk 4 2B HIC X D 08X 0
W37 5720 BIZITHD & FITIPEMED DBRICEARERINEE 2 &, BRI LR o#lrEA NSNS Z8iTk 5,

Z I TCUETIR, R IET %,

o i p(2) 1ZHIZE DFEHME 2 1PV Y — 7 OB (unimodal) % LT\ 3,
o 10 p(2) DIEL o2 W NEMEZD 0 TiE L, ETAMREZNROVRR LI X > THICEMICHE ATV 3,

COREDRT, FHOBEEN Az=7 -2 %RDTAHLD,

fRER 4.18 EARDEM 2 13 2 DEHIZEF L TVE L TVWRETTH 2056, 5 p BT 31EL A OMEEIIH L TinHE
|z — 2| DEIZ/NE WV, Z 2 THISER w(z, 2) ZZ 2 KB LTz DE D T Taylor BT 2 &

_ _ L Oow(z,Z 1 . 0%w(z, 2
w(e?) = we Dlo; + (-2 D) 2 g UG (1.82)
THb, ZITR (4.82) DHEUE—THIZ
w(z,2)],—z =w(z,2) = w (4.83)

THb, BBRLDFpld 2 =2 DELICEFLTVE05TH S, Price HER (4.4) 1K (4.82) BX T (4.83) B@EAL T

WAZ = cov [w, 2]

= {w(z,2) —w}(z - 2)

GRS R O = IR (OO -
_ (/_O;(z - z)2p(z)dz> 8“);2’ ?) o+ (/_O; e z)3p(z)dz) 821222’ 2) e
Y%, ZIZTH (4.84) KBWT, HTHODEFR LD
./f:(zi)%ﬂz)dZUZ (4.85)

THY, £0%p 2z DIETERLTVB L WIRED, S, FREDERDE—X Y MI o2 DREXITHRTEHFTE 2
*LTEBW, 2%Db

/ (z—2)"p(z)dz = 0 (n>3) (4.86)
TH5b, 1 (4.85) BXT (4.86) 3 (4.84) 1ITAKA LT, M
5 0w(z,2)
WAZ =0 5 | (4.87)
21{5%, dLLIE 5 .2 Sw(z,7) Sw(z.7)
logw(z, z _ w(z, Z _l w(z, Z
0z s w(zz) 0z |_, w 90z |,_, (4.88)

ZR (4.87) KHWTEET 2 &

o (4.89)

%13% (Iwasa & Pomiankowski, 1991),
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e 4.19 FRER 4.16 ORI & 51T, KRBIAY gambit 2 L EHAEMERAEM 2E 27 530 (4.89) B D XS5 ITEER
R B725 5. R (4.89) DELGERZEEZRL TVWEDT, ZIUHERDOBELRE W ZRLL-HOMBIRCE L KD, KIS
h2 R IR S Va2 v & 2 uE, R (4.89) 1F

Az = h202 dlogw(z, z)

ER . (4.90)
CBIEERRT %, TZTo? BRBASHTHD, Lhio T h2o? BHIMEEIHTH %,
Bl 4.20 (K4 ZOPNZRE > T, YA X 2 (> 0) 2RO DEILE D
w(z,2) = expl(z/2)"] x  exp|—2] (4.91)
N——— S——

fi & DFEEIcE ORI e RELFTL2aRX b
EFEITWBELES (n>1), BFOMRIINAY 4 XOEIME 2/z TIRED, IXAMIEKI A X ZDBDOTRES LWV
NS DREFEVFENNCH DREZYTH S, X (4.91) 23 (4.89) KKRAT %, logw(z,2) = (2/2)" — 2 TH2Hh 5

Az = o2 {n(z/z)”*l.(1/z)-1}] =02{(n/5) -1} (4.92)

zZ=z

$i25%, LIdio THREANC 25 = n RBET A XBEHT 5 & FHlch 5,
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