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YR LATREBNIFE— DRI LERETH L), RES- 2054 TRIB I ELT

— 258 —



WFEoERIZB 51 o1k

B EMNTEDBLEWV) T LD, Axelrod & Hamilton DFERIC Lo T/RE N7, & LE UH
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Ko UF ATHELEDORA 0 TORBARLT VA, MHMIEL >~GEL WA, BEIE Lo~EL
NDEFAEEERL TS, ITFORHNEIRUBOE(OmMEEZR LTS,
(C) "7 EBLIT X 2BATHE Ro

dr/T= PTT/pTl:f.c 3, cNZPEBEMSTARLETDEI D,

IoRE, BHFEEOBMELLHET 2 2D CRRTEEFBETH 2 L 2 BKL TV 5,
prp PEBMELERO L) CH L HTES,

d
Z:T = =M Prq7/19p:77 + Mp1Pp9r1090:0r + 2Mp 2P p971 0971 DT

9)

Q) ROELOEMDOEIE [TTD] # [TDD) K ELTH2EEER LTS, % 2 HiZ
[DDT] #° [DTT] KEAATE2EEEZRLTVT, COHEHLLoORELORT HT X
5, EFEODOEIX [TDT) 2% [TTT)] KERILTHE2EEZRLTVWT, ZOHERFLILoEL
DRT7TH—BEIZ2HETE2, BEEHD 2 32D zXT,

3 BE
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-+ EDOEREICBT 5B DEN

pr LRAERIVIOMALWAFERRNELTE D CRERUNOBEO T L A ¥ — L OB
REBTHE, TOX) ZHBICLS,

aibc = qab  {a,b,c=Tor D} (10)

TN ENRTHEAMUD B\ doublet decoupling ST & I & (Matsuda et al., 1992; Sato et

al., 1994)c ¥, prp=Ppr Th b, RUNEEXOERPLIRDOL ) LZHKRIBL N
%o

Pp=1-p;, (11a)
Ipir =1—q2‘/r,

_ 1—2pT P4y

9pp =

(11b)

) (11c¢)
(114d)

IOt ORMERE g PREELE KD B ENFTEDL, HREIRD IR,

dp » MD Pr M, P,
—r= P (1 - qT/T){qT/T{_MT,I + Mr,o 0

dt l-p.  1-p,
-M__+M 1_2'07+ s
7,0 D l_pT l_pT
(12a)
dqg 2 M, p: Mp,p
“dlti=(1_%/r) {%/T("Mm +M;p, + 1_0;): - 1f2:)
M 1—2pr+2MD,2}
DI
1—pT l—pT (12b)

qyyr =1 LOITRTORBFHERETH L. KERFE w P*BEHRAE w,=(T-S-R+ P)(T
-85 =06 LY KEVHALEINTIDYAFLEDPDoT Do w> wy ORIBEIFIX T~
TPp ayp =0, 1) KRRT 2, T, w=w, OBRBZENTRORKI qpyp =1 £O
R o7z mITPOR L, PUREC 2> TV D 3B idw=0.8 DFEORTHEMBICLE %
12) XOHHFZR LTS,

— 269 —



i BRI, BE B2, Bk F

K 3C & (12) RORTEBONEOHEZRL TV o, wHh w, (E1 L) w, id 0.6)
FNAEVEZCREERED VPV EMCHCRELCEY, wy IV KREVEZR Lo GEL M
IR ECRD. REERASGIAT, aVEa—-svIalb-vavyoiE (K 2B) &—
BT %,

BA BT X :

WO T A T7HEANCEREIC L L Vo Th, B HW LI LA TOEDTWBERICH
N A THERAL., ENFBIENTELILLIMETHS, Lz d, REREET
VTREEHEYY BENMHCEETHY), LoNBLFPLBALTETHL wEDTLE J,
LB LBFEFVTE, av¥a—FvIalb—2a veRT7TEPKEIH, RE#ESK w ¥+
GRETFTHIEZEEEVIIOEDLEFICL oNELFRAL, FToHY | B NIV LRHEIE
b LNTELILDNbh ok, '

YV a-Fyialb-vavih, LoRELLLAEED VR TR ZRALRBO b &
FERITAI— %D, HERITAY —HOBROB X Lo THRERWA®RE S & & 2
b#d (H2A) o DEDLoNELOITAY —OBO Lo ELHFLEEYY KEDEH,
FRLEVDEHBY VDO ISGAI—DHPLORBLIEEDZ D L) RTEEINY — U HFERT
2, 20DV SRS —DOBERBOBERTFI VT AT+ =2 1o TWVE, LoT, EHEBYY
FEOLEFALLORBELOT VAV P 1EELET Ao TE LB EORARIIERIT KA T
CHBEBOHBEICL>TRKDEZENTES,

18 A TiE. LoRBELIVAY - 1HBEDPOBESTHBICLoNELPIERBNICEHK S
RoMBHER (RARIIHER) Qp=1-Q, 2kD2 ((A)RK) o w> wy OB Qp RE
%%, (wy=(T-S-R+P/(T-5)THH, R1DEZRVIEL, w,=0.6 &% 5,)
MBI, w S w, OB Qp =0 &% 5,

ALESICLT, LorBELESH) OEEFIC1IDHSERD ) KA TEL L E D&M
DbHAEFRTCEARBICL - TdL I, IHREBCRIDOEZHEYY LEhWwE ZICEEEYD
Oﬁl&%ﬁ$ﬁRD=l-R1kEL\(AU)KKIOT*théow<Wb®%ﬁRD
BIEDE%. & 525, wab Tk 0 TH b, '

M4 TO2KDBIE wHOER2ELSELLEOBARDIERERL TS, TOML DY,
w DMEH wy LD REVEZICELoRNBELFBEMICRECZ2 P, MEWEECEEE
B WP EILWCREC R I bhb, FRIEF (500 #F) LToary¥¥a—-y3a
L—2avORRIESELAAETRLTYS, RTHO&ED (A8 & A1) NI L2 KD
BRE—HELTWVWDI EDNb2D,
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BT EOERIC B 215H ORI

1.0

- gsmmeAD asingle TFT
probability of T':_“r"adedl ‘g invaded to
. . opulation :
invasion success o pop AD population

B4 BRABIHER
HEMErRXEERw L, AT RBANDERE L, EREARE, 2EEYIE2VoLHC Lo
SELNH D DX THI o BOBARESL, BICLoRELEAFMCLSTEEY VA 10K h b th
VERDODBABRRIZODOVWIHERTCEARILIZBINERL TS, T, BREBRBR IV Ea—-9s ¥

Ial—TavoEREETRLTW S,

ERRTE, RREBFRATZIEEIERYI TR A, BRYVELTBEZLEZzON, B
ABRDHERDF e ZHASCTHETHNRE, BRPBLCEFR WY FRYTHZ D TE 2, B
413 w>wy DEEFLORELFZEEDYNCHES., w< w, TREERYIIFBOILER
To TREANTEPOKER (B 3C) & —KT 2,

2RICETIN ¢
2REETFNVIZOVWTHARSE, FNFRLOT VLAY -V HEERETLIBO ST VA Y- %

z=8 ¢% %,
ILREDEFLD (6) RD LI X, FRHEFEEOHBBEREITOLICRTI LHNTE 3,

de
—L density of {T
= ()M [en51yo{ n}

Z( )M [density of {D, n}]—

(13a)

VIR NE T-site DEDLYIZ n 8 T-site H D . (z-n) f D-sites WH I2FEEXRL Tw b,
RPEB TR INIERDIIICERTIENTE 5,

— 271 —



i BRI, BRH M2, BiE B

0.58
1.0

AD fixed
SRR
*%.0

B SA 2RTEEFETNVOEHF ELOBITE R,
M r X EREERERw L, HEE LoELOEEL L,

[denSity of {T’n}] = pr(qﬂr)n (qD/T)Z-" . (13b)

13a) ROFE1HIEITDLHVICLoRELY nfAE VT ELHEEL DN (z-n) BEVE LoN
BLPEEEYHNICEDEILERLTVS, E2HIFZETDLHIZTLoNELN n HAEVTE
HEYYAF (z-0) WIRBICETEY VN LoRBELIZEDLL ZLERL TV 3,

P HE

FHHEMEFEI E. (13) Ridff5& B D B2) ROLHI HELILHFTES, TOFER
ik pr=1¢ pr=0 D200 HHALETDH S, TNOHEKMAT w> wy=(40 - S -
TT)/(32- S+ P) (K 1 DEERAT AL, wy=19/33 =0.576) DBIX 0< pr<1 O
WD B,

S wi prPDEOBMBRERLTV S, COKRICIo TLEEY Y w<lom i
BCEERREBEZRL TS IEFDDD. w> wyDIRIILoNEL bEMBICKREICR D,
VATFARBRREICE B,

AT EM

R7EBICEo T, HEB O B4 RDOEICpr & qrr PHLEHEELOY A7 4 %
BB LD TED, B4) RDOL) ZREEREFEXNOREN LRTE Lo THEFTT S
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BFEDERICBITAHH DL

0.53
1.0
i AD fixed
Ly
080 ' '
X sC

M5 2RLUEBFETVORERTER

(B) w=0.6 DEEDORTHAMPE VI alb—2a VI II2UBFOBRBMELER LTS, HRIZ~T7HEM
T, BR¥YIalb—YaviZIs@EE2RLTW B,

(C) RT EEC X BT R

ENTE Do qpp =1 LOETORBFHERBERT. RRRBE w OEKEFT 2,
BERTICEL L, 0SwS0 DB & T ol pr=0 KEL, w2077 B & T o
R 1 mrqwﬁ=(L1)KW§T%o‘vﬁ0J7&OA9®ﬁK%%&3ﬁ‘Lo&ﬁ
LOMMBEE L 2T ppr=02 (PrqpypP =010, DOELLRLMET S, VAT ARR
REWXZ 2TV, FlZITH SB Tk, w=0.6 DBONYHEEDOE) FEDO 2RKOEMME R
LTwado B SC i wHRALALLID ppDEALERL TR A, i w077 L h
EVWHEEHEY NPT EMENCEETH) . w049 T RKEWVE ZITIELoNELIE
fICRETHD L ERT,

2RTEEFNTHOA Y2 —2 3Ial—2avOhERIRTERALFETIT o, AY
MBFAEMAEREL. BFE - 92 (BRAEFRBRENE 224> T T, REFRETFE
DOh Mo TVBERETF) L, BFOKRE 81k 20X202 L 72 ( 100X100 DB b 47 o 7= 25,
EREFCHAo7) o Y3abobavBElbbh0RBIKELEL 5D 5 E TF o7,
NP EETCIRFLOBRKBIITI Y YAIKREATVEE L LoRELOMPBEEE2ZEN Fh
0.1, 0.3, 0.5, 0.7, 0.9 & L 7=

— 273 —



PAL BREF WH 2, BE E

X 6A

t=700 1.0

0.0 %0 1.0

X 6C X 6D

M6 2REMFEFVDOIAVEa—¥%vIal—TarBRER,
(A) -(C) W=0.8_ LoRBELOMBHEEN 0.5 OBOBRFLEOEMERLTVS, BEARL o~
BLOMEELEZ ., HUARESEEYVOMBAEER LTS, (A) IXEZ 0. (B) XE X 100, (C) 13K
Zl 700 DL EOREERLTWVS,
D)y YyIalb-YaryER,. 53 2B LAILTHS,

B 6 ICIFEHNY - VOEERLTWVS,0.5 & 0.6 DACHI2BERMEIND D w OED
KEFTRIETLoRBELIZEILBHICRKREIIR %, T2, 06 L 0.8 DHICHA2ERBID L w
PASTNIEEBRY Y RZEMBHICREC LS, 2O0V0BRAOHK w *H 2R IFY A7 4
BRBREECEY, ELHEREI Lo ELONMFHFEECKET S,

AYEa—F Y Iab—TYavORRIEHBALOKERTRRARTECLOE R (H 5A)
E—BT 5, FHHEEVOBRECINVEEBYVEIHEDONIZIVDOLoNELICLEZBAR
CVEDBZEEFRUTEL, LPALaVYEa -2y Ialb—varyilide wofEd 0.7
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BFEnERICBIT 2 Ho#AL

IDRETHEILOREBELYWALTHILEHBED VIS VOELHACBAT LN TEDS, 2O
BRENRTEBICIAZTFHEMDNTS,
IORXDYIalL—vavTRERTFORKEZIIFERTHS, 2 REBRTOHKRTII/NT R
—y - AR LTS ABEIC L o TE S & » A D 258 0T ho & 575, Durrett (1980)
DIFFEICEDE, ERICKELZEFLECEDHBECL S THOBIFBNIEDLLZZ LT %L,
REZBICRZLH2VEW) (DFHWH3CHDEIIICRD) , COBHLYEHRMIIHEATS L&,
ERRXKOBFLETCREA LEEOEGIBRLBAI-THIBEORESDITAY —HFPT L
IHPRTEITLE) TBHL, 753A-—DERDBERIoTIFAS—HPRESRIHE
IPDBRILIERICE, LML, EEOEYRPAMBELRTICRERCKELBETF LT
ETFTNVEDLARBFOFPHEND L L Ik v,

ZE .

ZHEEOHREEARL DT, AYWENLHEEERB L ERENR UEFEF NV E E4E
SUYSTAILLHTATVEETFTLVERRBT LI LWL ETHS, ) RORTEIPLBEFETNV
CECBEOERAZEIRODL ) LZBEEOBBEBERICE > THEEETIENTES,

(fitness) = 1 - K exp[- oftotal score)] (14)

KLOQOREOERTHD, RBAEBEO LAY — 2Ly -2k L TkOL, ZHEFIH»S
VEATHAEFVDOHEIGE ((14) R) 2HVLELY - 213, FRXTRIBOEFTLE K
BAEZLIOTHY, Thhrbid [ELBAEETTFN] LR, 8 B Tk, COEI /A SN
EEIZBRoT (14) ROEEREETAUN (1) ROBREOBEREICL > TRINIEZEREE
FVERLTHBLIEDRTRERTVE,
I1REEFNVOEHEEM (K 3A) 3, BEREEPROAZVWEW) HTavYEa—%
2b—var (K 2B) 2HBFTE i, LIAL, R7EBORKEEL (K 3C) &
2ab—varvERLEIFONLC-EHLTWVWT, RABRDHEROHEDOHERL D —HL T b,
2RTEOHES L RTEAL L) 2RI Lo T3 (B 5C R 6D LiEV) o Tho 0
CEREVBFETFNCL s TRTEBPRBHEHTH2 ZL 2D 55 (Sato et al., 1992;
Harada and Iwasa, 1994; Harada et al., 1995) o

EBITHLBBEFEO TV I2EABCHINZERAIBALTEHE TS ORE# LA, 7%
AN OMEZBRTAIILENTEL, IRTLEL2ZRTEFAVOW|AET, KEH KT
FEBTHRIE, DHODELoRBLOBHFP L TIHALZIEHNTE, 2EEYY LBEE#HED

\/;
Jil

.

4,
Ju

v

— 275 —



T KRBT BHE RZ. BE B

oTLE) (K3C Lt®5C) o BWFEFATR BHREBIWLEFA»LTHIHEATELD
%o |

1RTEEFNVTIE w DED 0.6 LD KETRITLoRELIZEMWVICREICR 32, &4
REEF LT w 0.5 50 AE RO CER S 20 BEREEFN Ow-p 07
57 (1) E1RTDEFIVD 777 (H3C) DLoNELYPEF > T FEBRE N2
L. BECEBRNSFRTOE B NB b, LoT, BIMEL Lo THAIELLPT % 5
O, FREDBLIIKAZDDPIZ—BICERSTLILIEITER WV,

EHBEPICL o TRENLBHOEALDEBE Y IaLb—-—va VRRTERLIIEREE
2TVh, BFIZIRTBEFNVTREVIEETHY), H3A DT IF7DLoRELPEHPZ
HOLEBEITERBEEFTV (K1) LERZEFEICISV, ThiTREELE, ¥
o, FHRHEENEREREETVEIMHF LD ZEZHLOBEN TV VA ILRo TV HAIRRER 2
b, ELVWHEENF T L—RBBEbLIE, ZOBVR2ODEFVOENE,EX S L THEN
<o

ETWOIT, LoRBELELZHEEY VATV VAR EATWEIKRELZERXS, TVI1Y— i
BeDAMEERE L, BEREIBROBEBETRIL, VAV —DBRATEDEIZ 2o 2T
BEBOTVLAY—Da¥ =) OBHIC, LoNELLEEEEYHVOEELXEHEL., 20F
B REAC TR L EROZHRELS ¥ ¥ ACE~ET. S0 k5 2REAE 2, 220
EETVEELETFVTH B,

R, TVAY —DPRAZBCITEIZEDBFRIEBTCLEO S LAY —Da¥—-3F ¥
AW, F0OHETHRFLOEBES VYA HUEIONIETFVEEZ TASL, &
DEFNVIZEHBEBPC—HTE, COEFVTE, BOT LAY -—DBEEERTELLER
CEIHTE, ZOHBEZOROT LAY —PRBATE LR o LBFACHASDIY — % 1

LR T % b, T2BRETTNVEFHFEAEVOEREVG [HAESE] 2T 2B BOAEF &
h b Tw, [HAELE] FERIEEDI LR 0T, RERAEFN (B 1) L
BHEL (K 3A) OFTLoREBELFLEFD IS K 2BHPFHABETE S,

K, FHBELD (B 3A) EHRAEBBAOEBTFETNVZLEFI(RL T AERTEM (1 X
LETFNVER 3C, 2REEFNVIIESC) 2HRZ, MALIBMAELEOFR SHER SN
Twad, L2 L, FHEAPTHRBEDO TV AY - IL TRENZD, BFETFTNVTHREL
Thbd, RAEBESIFALREEFOEAIH 2, BEDHFDEVICL T, Y9 70 KABD
BOPEHBEREUNIOVBFETVOEIPIREVCOLFEHTE S,

BFEFNV (B3C LESC) H2o00HTHEEREETN (K1) Lo T2, BidTH
ETOFRMEIC Lo THAPEAAL K228, BAHOKREBOMEBICL > TH I #IE L
@?(&%twéﬁﬁé%oﬁ%%?»t?@%Kﬁ%@ﬁéﬁﬁﬂ&ﬁﬁ@ﬁﬂ%%%?5
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BFEOEFIZBIF BB HOEA

LoV TRaIY¥a—2vIalb—2aryiZlo THURMPLEHS LT (Matsuda,
1987, Matsuda et al., 1987; Wilson et al., 1992; Taylor, 1992) o

L EDEYTOFRNI T I)TICLoTHELNL2EDTD 5. KIBEW E. coli O 5K
AN ERENLFERELN, BOBERBRLOBCWEEYS 5, ThicHLa) Y EEX
D¥IZI) Y VBREEOKRL DL EREEFEV. REREEFATCRI VY BEB L EES
b%ﬁ&iﬁ%ﬂ&ﬁ‘df:@'@‘ ’F%?‘J:'C‘Li%ﬁ'(“%?ob‘k”)#% burrett é:bL-evin (MS in
review) HFELTV3, €7 NVIiE Matsuda (1987)IC X 2FMITEI D EIL O BREEBAT T
VeI BTWwS,

Matsuda (1987) % Matsuda et al. (1987) BMBBAETVOM AL L 72, mBFEFROL
WE BT, BEESPSCEM ECERTISVRETEIB LOBHREL LR T T,
L2 L, ZRFIFDLELZBEZOHMBREIGFE 25, BHEBB AW 2EBEIrLO L2275 25 —
DEAFCVAEBRIBOBFHE B2 VRIBEAEORYCRFSLEV2LTH S,
MLEHIWC, BRADETFNTHLONELIEZFXY %452, EHEHEYHIDI FSAIY—HA
NDEDOHRFRIEIEALELEZEHEEYY OB AHFEL THLTEHEHEYI L TEHEDOOLNRSE, Lo
REBELDIZIGAS —LELEETY) DI SRS~ DOHOERBOBE ZFTHED GO KR AL 5°
E02RDE, LEPL, KRF X TR ZEFVNTRBHACIZIEFTNVEIVERMTH B, ¥R
LEMFOUEBLERLT 2 RETHILERELAELLTH S,

Wilson et al. (1992) ® Taylor (1992) 32 KEDEFNVIZODWTHIZRL 722, REOH
EPRBFXDETNVE ZE> TV D, EHIE, EEORTIZITI VYA IBIY, Bilholt
FUBBERTFRACHIBERDOILBELENEVDIDONDIE - Ao TLHLLTWE, ZHiE
A HDLEHE. FIBTEE. BFOBAI WIS A 7oK LBEEEDLLII LT, ZMLE2Z
B 2TWw o, LALZEQOL I LTHIMMTEBEENBHIWIIHI 2L, bt 0h T3l
RFTAR—ADB %%, G LAFAMMATEFTEMLICSLS ZoTLE) To TEHEET A
BT EIC ko THMBITEHOEMFRES NS L IEL 2, LRSI,

EMETRE T VAY - OAREFIBRCEKFLTVIY, ERTRBRLEHILLTWVWES &
BE LI, ThEREBHIZ, HOEFNV TiX (e.g. Axelrod, 1984; Nowak & May, 1992;
Wilson et al., 1992) B AR AEFERTRZL AV —DAY RT & (%HEEX) CEET S, K
ENDLEDZDBNIZETFVORROEVERI §20b L ivw, #l 21, Nowak & May
(1992) O RTRHDHED NI A - TR BENH 2T VAY - LFEBIH LTV Y —F
EFLTVT, ZBHNY -V ERIATEIARIT TVREHERPE LN (Axelrod, 1984) . &K
METIR2ODEBIXFEL T, REERB o7z, £ oT, I DEWAHNowak & May D
MEDIICHBRAKFOHRERLAMAD L) ZBAKFORCTELLRXTVWEOR, £h i
bRABHRELEL2D 2VIIEARBHREBEENLLOBVALELLTVIONEIPRARDLI L
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i R, R B2, BiE #

BRREROFAEDORERKRENT — I RSB THA), Wilson et al. (1992) D ETI, 2 2D
YA TOBBERXEELL2EIDPIR, 2V 22— Iab—-—YarvoRrbitizoXidh
b %V,

BRFLEDTY L 2HRTHIENTEL Fl2T 2 ALEO TV —FYPFERADY LY <
—A%?érNAwmAmyvyvf—AJﬁﬁ%bﬂ%f;(ﬂ%énrwa
(Hamburger, 1973; Dawes, 1980) o BF ETO N AORADT LY ¥ —AlZ BEKFEN
METH %,

I, BREDODRBERADI LY TV — A ORTR, 7VAXY—PHhSLBERTHE-TE
CRMLTLES L ZRBAMERMASVKE TRNTT 7% GTFT &\ o 7 W 0 F 4 L
ONBFELINDBAFELL22L VI bDONHE (707 . BEVWICRLEZH LA EEX
BBAL. E)FTHANIEBRBNZLT L) BB, GTFT . XM ITIE LoELLB TW
BHE. MFCEYLAALELCIREMEBHNT 2N 0 Td %< 0.9 EHEBEHV, )
(Nowak & Sigmund, 1993, Nowak & Sigmund, 1992) T hb5 DY I a2 b—TariERi
BTN ERICE o T OHE SN TS (Stephens et al. 1995) , FEVOHERS LR
BAVEZLOHBOMERIINEITELREEF NV ECRERTELDOT, BFLTHST
AH5ZELDVHEHEHVHATHS LRI,

Bk

LEEBAZARERFETENOEBER —HBILBIOHNRELYBEOLIHL e 7 FXNL A %
LT RERCERHLTNWE, F/2, AMKREDELAKE, ARKFEHL, BEOEKOEKICIE
axrhEEWE,
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