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BHEET NVNELEMFICR L TEEOOESE LT, B R- KRBT G#EIGE O
BIRIEZ B DN L, AW ORE#EISOFERE TRIT 5 Z LB b b, HISEH
AT 285 1T. BEAEOERTH 2 EEFRORREM AL b & IFEORE T CTHEiG
ErEHL, ZOBEGEMPOESREZ BT & 5 RE(LOPBI &2+ 5, Lok
O IR BB DWERE & 270 W TEMBGE THT 51213, 7 ARICE L Ok z & T
ZEBLEZVR, BUEFA RBHISH SN TWD, FlxiX, EREMRREREIS) O
FEORM, o THELFERV AT LAWY E T, EFERICL S5 TRRRGEL &0, £<
DFFHANEB & 1TV 5 (Fragata et al. 2018),

b 2L EHEEROF T, FHATH Y HOBELHEEICHN LN DN, 7
o1 v ¥ —D3ATE T /L (Fisher’s geometric model: FGM) Tdh 5, ZDET /L TiE, #
U ZABEEICRIRIN D BIEHEOME EA2RE L, WEICHT 2 LZEEIKEZR S
(Fisher 1930; Orr 1998), 2% V| E£HIOEMED &~ M3 dH % Fii 72 R\ - T
(LT 2R TH D, n IITLOFEZEREBERR) LICB W TERERNEX L56%%
A\ T DZERE RN ESEME ECHERNE 2 0 EHET 0, —RIZ 1 DDZERE
AN TOREBEICHEL KT T ERET S, ZIUTERE ~D % H % Bl (universal
pleiotropy) TH U | 5 FEENZWIEEITIE. TOETHRHHILBEOIRERIZ L
S TRFHIEEZ T 5 ZEDTERREE VL L1259, €T TFGM & L0 —fk
L, WEOEY 2 — N WEEBETH LN TENL, BEOHLIFBELY FTLD
HISETT 5 Z ERFREE 0D, AR TIE, BE O FGM OFRRB LIV I =2 L —
VA VIR DR, BV a2 — AMEEBE LICBRICHEIG Y A T I 7 ANRED L HITE
LT 20 EHLNIT D,
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BHE DO FGM TlEn IRTEOERY Mz 1ty MEZDHN, ZZTEEY2—L
WEZBRTHEDICm Y O n RITENZ MEEEORBA L35, m I3#EIG
FEOFM 21T O ERE O TH Y, n1dEKME 1 2H7- 0 OEH TH D, BEMITILi

EHOREICKT 2HEY Y Mz ={z .50z, EEHET D, 22T I TEHE
DETH S, BICEITZOIEY v b &R SGESEEO Y — 7)) OEBEICK

BB, ZORMAE 0,={0,,.0, 1m0, ) £ L. BHEOWEEE D2~ U v K

B % [z, — o,

=X (s,-0,) &F 5. MEEOERHEISE RS T ORE O %I

ZHELIZETHS LIRETD &

ﬂ, (Eq. 1)

ERIND, q [TKEDORE | k ITHEICEHOELRO TBY | FCBREITE
MFRNE B TR AEIER (2 B2 % U R) OREEIZXIS LTV 5 (Tenaillon 2014),

FERERENEE 125G BUEOREEICEROEMEN MM R EL KIET &
%, ZZC, WEMEE LTI TS D08, BISEOBER CIXFHMA TRV &1
FEPLETHD, TV a—/VERD GG, EORMICEARERZNEE 505K
ICERSVLENH DN, T X TORENE LVER CTEARERORIBITRIIND LT 5,
— [ HERE DR IINT- O, TOREIZET 5 n HOBE £ UCEREROENINE
IND, BRERICLLZWEEOEHIL. LUTOHEY ThD,

i EHOWREIE & 2 BRERIC L DWEDOEHEE Az, ={Az, | Az, 5,00, } &F

5. COMEREE R ERO S THEOOBE Th b, SWEDERITEEE

BAICTE . ZOMREIH S BREE | LT 57 DIEICE U CERILEF 5.
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HRENCEEO R\ HEWAETE AT 5 EWEMEE 2 5, EFY A XIIN T—EL L.
A UZ2SRZE BATHE = & 72 WERRY A -7 /L (infinite-site model) & R ET 5, SRR
L (FFEFIT/NE L, Nu<<l DRSLT D Z LI L » TEMITEICEBIICEATH S
& 4% (Kimura and Ohta 1969; Taylor er al. 2006), ’@ﬁﬁ’i@ & HHATITF I
1 DOEREBROETE -HROHZBHTHZ & CHEIMBREZENTHZENTEXS,
HEL U 72 28R R ERN CTREE T D ERIT

I%gfi%%%%QS (Eq. 2a, 5lh)

1
J’ ﬁe*ZNS(Zh*])x(lfx)fZNsx dx

0 — f3z
J‘Ol e—2Ns(2h—1)x(l—x)—2Nsxdx (Eq 2b, g,fu {Zlg)

T 5(Crow and Kimura 1970), —fHAIL#EIGE & L CRBEMEORELZ &S A TWVDH N
@mmamzmn\::fiﬁl%%%ﬁ%ﬂ%%ﬁb&w@E+A:mémkﬁﬁ
LT, EE - HEDELLDDHDIFFEIZ D ETDH, I ab—a r ZHMITT
ékb\IE%A/F%%M%%&LT%@E@%ﬁﬁTéﬂ\T£® R iR AW
BT HZ L HAEETH D,

ZEIRZE R O [E B EIEL A AR RIS BT 2 72 DI2iE, ERRICEE L7288 EE N
B DE TORFLRM & %@w£®lmiﬁpﬁ#oﬁ15ﬁ%ﬁ@%ﬁﬁﬁ
HUENRD D, £F HLWEMBELZFOEHIE & HDRAEROVAEERRE P &
THE, ZHUT EROFRERERE RO L TCEHEI I aL—a U EITD
L TEENFRETH D, OB EMRITIEE SIS 12D, EERICEE LR
EERNBEND F TOELFLEMIT 1/(uNP) R L7225, RIZ, BELEEROTY
FEHEERITENEERRICB T 2 WA RMETH 0 | RIS & B O FHE FTRE
T& 5 (Ewens 2000; Otto & Day 2007), Kimura (1980)DILHGIE A2 AW &, BHEE T

DI B T 13
M),

—jLV - 77(%@, (Eq.3)
k&@\;_TﬂlkVi”ﬁﬁQTJW@@rp@ﬁﬁ%tU@1ﬁ AR
ThbH, BERICIEEEEICBNTM(p)=sp(1=-p) . V(p)=p(-p)/NTHYH, =
A TM(p)=p(1-p)sp+h(1-2p)]. V(p)=p(1-p)/2N E725,
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Uiz, 1 EHANBEICEMEOENSTES TH L REMEISTE S Ebs A7
A DR EE T, lla@;og\Em@mﬁfiwﬁﬁkﬁf@%gﬁ@ﬁ%ﬂk
TN, RIFAO H 2 TIHHEHRE 2 REFOEREENEBE LTV,
%, BEFORBFAN L — 7SS T, RERER T — ﬁ%LD@LTLi
IMEENEL DT, LV/NSRERTREEDOELDZ T X AZ#H<, K 1b X
FERRCEE LI BREROBIURETH Y | 1a & RIFRICES ORI CIXIEDEL R
D, TEAIZEET DI ONTIREPILARERAEM[ML TWD I ERbnd, ZfHEHET
BRI & RIRFICEMEE 2 LR TRETH V| ﬁﬁfﬂt%@%¥?i05%%ﬁ%
DIZXF L, BETITEBEEZEOREROWPBEIND, THUTHEISOKEIC
WTC, ~T B A OFEMENEISEMEO Y — 27 IZRbIEWGENENT 5 Z & ﬂ
JELTWAD(E 1e), £/, EEE CICET DR b B ET T O TN LT 5
Z D, REMEAE TIEZEARERNEE LD O VRSO TV (X 1d),
FWTEY 2— LEOBEVHNEE T 7' R RIETHEIZSONWTHHRD, TV 2—
JERENEE | DIV GERE B CREEICEET S Z LI LIZ(K 2), BV
2= /VENMERWGESITIEZEEBROEEBIC LIV 2 —5 Y FOREUSM L ERNE
BY 5720, OLOWMRTENEZMET IEROHBELILEL D, —FH, TV a—
MERETIUE, ZEREFROAOAEEZINZ S ENTEX S,
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TRERFEIRIEROEMND RN ENDND, 22 TR E RN, {m=2, =5} {m=5, n=2}
DG T (a) & (b)D P DO ZERE RN LI TH D

4. BbVIZ

AR TIE, BB EHTE BB 2RHOERIZBN T, BEE Y ho®Y
2 —/WERRNE SIS B A IR B D7 T E VI L e, M TIE A
ERICHROREVERZMTICERTT DI ENEETHY | Y 2 —HEOEWE
Bty bPESLICERT 2000 LRV, 5% AT T V2@, ELEF Ok~
RESEMEET NV EZDLAF I 7 ATONTHEZITH) 2 ENEETH D,
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