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Abstract

ERALVNVOEEREE, VLT r— 7 — BRI ERERDY A F IV A%
oDV AT L2 b ElH#HRTH, CITREBIT NS 79— %2V 7Y
=8 —RIIOVWTHICEROEY (RHE) »*E@AZ5FLTLEITIS 75—
B, FNDHEZRAA TV LN EORRIN L > TREBDIET LONTLEH T L
T, INLOfEE HPRFET, ORRE L DL & YOI BETHEEOITON S,
ZDREE D ERIBENL | A£RERICBIT S KeyStone species (xfinl . 1) AEREZ T 5
TERETHL-ODOBER2) HETHEROMEMALER BT EdSbhroTE T,

1 Introduction

BOL NV OEKE EIEASEERON TS (125, LEL KO OMAEY O A RERIC
L., YATX7 4y ZICHBEWERSEON TS, Swenson b [2] 13, EIRERZAT
%72 0DNTHRRKGSRER S [y b | 2 ERKOERERIZHL T2, D
Ty M EHLZPIEERD L IICALTT, KEE (2= FRIZEOENTEbE) REREE
1o bT, b~ ruli (pHRRELOMHYOTARL) &b LITRIRT 5,
It [B] 2=y PELTHYELITE ) J L THEBROBRHERE TR o7,

ML NV, HEVIRERL NVOBEREZEL ), ARRARESORE 25X 58
EFrFo-TWEWnWEEZONL, Lo THEEBROERIIERTIL 2 20whrIiBEbh
5o L LEBICZIE, Swenson HASRL L H1H b —EHHE. H2EE0 BRI, &
ZTAHLICAZ D,

BIEFOH G WEDICRON AT DEREZRDO< 7 a2 BED [T nb YA b 5 &
W] OREMEE., ERREELIMEYDOLXA Y VT — 2L oTHRODONTWEEE X
b b, EBEHILBIZZOBRITERL .. MEWSR Y T — 7D RO D BN BE,
TEOFVEDOEAL., HFICEERELRADPLBENEH L L/ TV A,

HRERTIE, 20X 70 BE L 2 FDORENBREINIREBDTH-oTH,
LGRAHZEEEL VY, LPL ., TELERFI I ELDITELRVEWV) BRIZBWVT
[4). BEROARLE®EE VI BETELEERICL>TELAFELVWLDEL LD ) b,
IS OREARZEIILPEHETELRVEVIBEZOLDEHEEL TV EEHDZ
& & EALTTRETE (evolvability) & MR & & | EREROHFTIE, ZOELTTREH L V) HE
WFEIVIETRFEINIADDLDD UTFTTLI )= HERDETNVEEZ L &
W, W OPDEBREOPYREICLDET IV I —DAL v F UV IBH, 2E8BL . &
BT OBBEE LT OMEL Z 2 TALV,
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L7 ) r—4%—58Rdd & b & Maynard Smith [5] 5IC X o TRES N, T ORFEED
BREGS>TVBETVARNTS 5o RREOMTH2BEED R E EDIZED L)
WET 52052 ERHFBROVE DL R oTWE, THIEY — LD EL R &
IZEBKL (see e.g.Hofbauer [6]). ZDIFFELNFRMLZEHIOEHINA TS (7], &
CTOMFRT ., RAFHEREIZ L o TITe b 2L EWEERRIT AL T ) F— 5 R0
5 [8) L R D 5, RBABOMNHEN S HEE TEbb L, ZORJAME L AT A
POEYEL, 2I9TBHIETY AT LANOERHREDIIIE - TW AT, WBWS R FIHH
ERL Y ORBBOBICES ', BRRNICELE S KBBEOSHIEIHI2RERDDERT
Wb oty FONDLYIT, VAT LADT AF I 7 ADEKREDEDbRTLEINI
Rl AHTHD,

BAEPOLYIZ, LT )= —RICERDY A F I A MR IZbDEEZ L, T
IFTAHIETRIZEBEE K ) Z e, BRLZBERDOTRES 268N bZ Lili b
9, 10]0 BFEE., PIZITRDE IR TEASN S,

dz;

o = Q0T = 30D whakzs) — pai + ]—Vi_—l > T (1)
j k i

where > z; = 1.

CZTHRMD 2N, EFNOFYHEICE & OEIZIH L 72 HEORRE4L/A ) i
IEEERL ., ROPVMBORATNEERTIERBFLLERL T AEETH D, BRI T
RTOELZLEHME TR, ZORBKEIuTH D, 20 u k., HEERTHIOMS
{ai } BZDFBRDNT 25 =ThHb, INb L MHEOEN HFEETELRT T 2
¥ —DFEET RET S,

3 BFE HEHIVPINLRIAR

EDTII 77— IIBNTHEECHETRE, TLEALORBBOMEEIX, WolfAI
WAHBISNLETENS O1) FTTEMTAIENE WV, LD oTLT ) 75— —RTIE,
BB BAETYBRCT 1B EREZMETAZ LI R, ORI > TEOMNZE
DR TLE ). UL, HEMEHLEROREEL ) T CERLRD L) LiEEEZ oL T
Vr—49R% D2 A ENTETH A,

(1) B2 58HO7 N7 74— (B, AL, 74 X) ok, 2) #0757
¥ —TIRBEHOR»ERAT EET 5, (Flzif Fig. 1 DEBAIOXN).

INLDT MNT 78 —DOEEMIL, RO TUDMMEEORELRFRFI L > TR
HOENSEDIF TRV, ER, HEEOKRELIDLETERERL., H5HEUTOIOE Y
AT LDPOBRETLE, TEIF 78 —BAREENT EHEND L 0T D, — KT,
FEENZIMETAEREE2 D 2 WERBO7T M ¥ =i, BEICERTEXLTRYE
D 72, LB LAARAT NS 77 —DBAIRTRES 25972, LELZFDH
BETLREIHEBETELTFTREIMEL TCWEL00HBEI YL TVRATICR S,

— 570 —



[ K EHEECE TV 0T 3R

R0

10000___(generation) 15000

Figure 1: REBOMMFEEDORGHEERE ., £V H + ATHEPERY . B% 5 HAKMFIC X
DTS, BRER 41 =00125 T a1 (25,25 25TV FLIITH AV T5,
DG Ay~ (MEERALEROKE L) 2 DTOREBTIEHRA,
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Figure 2: #1E/ERIC & ABEEADES (R) DHAFEE log A 7 — IV TKE WIEIZ 10000
HRTFHL TET, T Fig. 1 O+ ARBICHETE 0 TH 5,

22T, FRABORERORERNDEREL FHTT 5. 2OV EDDHED,
ERBPHOWIER~DMOKRIE D S DESE (R) & ZBREREL AL 72FS5 (M), ORFE
FHTH D, HAHBEOHMERLZ,ALBEHRLTLE) &3V, TODHEHERIIR
MPHL TR 2o TR TRZL2W (R+M =0)o L2 LEFIHMLIZETIZ
BRIV, EBE, MEMNZRBFE (R>0,M < 0) THEOI O, %8 RKRA
BiZ(R<0,M>0) THEHOTONE, TR EMOERDSIFZTHEDONL DD
THhb, —HPUMZEIIR, M & BIZZDMEFEDNSRIDE L THENTION S,
ERFEFEYOFEEALE PV LIE, FHEATMOARDEDIHFFEMEDE
ZTCWBIEDNTNPAh, K2 TEMICHNTL 2ONHFLNARRBAMOINV—TTH 5,
COFRNME IV —-TIEERICBTHENE R DI LD, FOMEEIIME L
TWAEDOES— Y MZb % b, LALINS DR VHLREN, H7-hLT DY AT L
DING AT —THEDPDEHIIZROEEREZIY PO —VT 5B, TORVHLETIV—TF
—HEHRTEZET, Th 979 —bREEHTEL, LWI)IERTIORIE Y
V=T, ERROPIZBVTEEFHTHLLE V)T ENTE D,
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B SN — T DR L DL LARDEDI, RUMRT V=T D AV N—% iR
FUCHL) BR\W23GE . VAT ANRE IRDBFEIDEATHIZV, COFEIEIDOAF A
TR 7T =L TEETE, PRIV —TEBRIN T, BREBEOHIZ LT
FTCRVATLAARBERT S0 CNIZKH - ZEETIV Q] LOKRILENTDH L, LH
L, BRBEVZIICT IS 25 —-Z2DbDIZ—EDEBEME R LHDD DIZER
LTLES LD HE (R3ESHR), FPUMNERBEDST VI 75 —DAL v F V7
WRIZTRZEBEIZFORIBEDORS (DF DHIMED/NS S) LBFBEL TS,

7% 7 )V —7 2[RI O EL) BV 72, 512 [HEE0% ] ZhFRS
RoNBZENgh o7z (B4), filziX, REFBM OIZHEMTHI - LI EEL G52 H L
MNTELH, EHE 76 IZHEMOYEIZNE N, ET A, 76 L 19 Z[FERICEY B &
KELHRE (TOBFEIT 1005tV PR v FEELIENTEDL) 2DITHILHFT
Eb, DFNVFALT NI —lHoTh, AKIZT6 & 19 % Y BRA L WEAREENT
ERWEAENH L, TF0OHOBELHFEL TW5E,

LIV BEEOMETHLRFENH S L V) T Eid, PN FRBFREEID
KB [AYMNTI—=T I BFEETHZEEREL T5E, RICHEERITHITE ., wWANnA
BT NI —BEETLIOTHINEEN S HHEICEERTEI R WA, 2OHF AT b
S0y —DORMEEBREL, HBEHICZ o TV ARBELZHENL TVAELIICAR S,
LA LHERZ2EIEEBEWIZIZHRNCHEERL TW a0 T, hiriyh ZRREEH
rEFETAHI LIV, MR ENRINT Y ATHL R 7V —T L ET 57V — 713 4E
INTWADT, ZIZIAR L) RBAEHNERZEERBITIENWEELRDES I,
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Figure 3: SEORHEBEEL HMEFRICL T, IRTCORREULEREGLETTO Yy ML
72 Do BRI log AT —NVTENTH S, TITIREHRE 19 (RW#HTHRR) % 30000
AT BV ROEEDOREFRL ThHb, LIEL LT, 1+ A2 d 005 HER
R b DNEBEEL TWAEI ENDbD 5,
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Figure 4: 2 Tid, RICELB/NT 20O V2 RBE HlAELE TR BRW-ED
HEBERART VDL, T2OHDTIQTOWMYBREFTND 5, HllIZD1 2 7% 2HEFERL
72bDTH D, BAMIIZIEREE (13,15,16,19,64,76,87) X HICIE, ZH &Y B <
0) BrrZevy (1) TREFANRY P EERHAT S, 72 2iE. (1,1,1,0,0,1,0) = 114 4& | 19
ETOERYBRLIEICHIDT D0 TOTNVI114%ET VT 77 —ICHLIERIC, 2D
FAT T 27 —IlBTLEEEHECE>TH b, HEERA—T I 75y —HORL 5
1008 oY IV b,

min
1S

5 &%

p=]]

I TOREMIEBROERRIIBVWTLHABRERY LOOTHIUL, [EBROKH | =
[ZDEBERPE >TWAET I I 78 —DBERE] LWIIRFBRYLE, TZITAKLD
WL OPDOEHWHEENTFHEINS, 0 &2, THENL D OTIE 2 HTHEEIX
PNEVITNER LWL RHRABMOGETH Y, FFOFUNLEDL OHEEHLHEET
5
COWRTHRTV—TIE, ERRAICBVWT [F4 - —VHE] LLTHSOSNTWS
bDTHD (B2 [11])o TDF 4 —Ab—=VHEILITUIEER SN TE LD, BARI
EDIIBRERBRyFIIH), FOEIZEDI S 2LDOD, [TV TIZHERMIZHES
SNABZEWEHTEN D o7 F4—RA =V, FOMEEEE-SAFOZILITE
BT %V, DLAZ OIS FOFENEEL SNARETHL, ¥4 — R
M-V, ERERNOEETFRNT AL LTHL EHI®FENS, BV THEHEW 2
WKZEDOEEERLERVWIEN, LA LREROREREZHBETLIOTHE, ZTHLIZRF
EERHBVATLIZBNTHHRESIN TS (2T [12],[13] 5712 [12])0
BIZITHBOBER (7R =VR) OLIBRBEBIZBVWTEL, DT L L LR
BE TV AT LRBEETESLLVW)ZLREETHA) (£)THRVEPR YR, DI
WIRT HLENDH Y, FEL P52 5), EEWEEL VW) ZErEmcvwhiud, 2HL
TR ERED DRy P T =W, Mg d oL LDV AVIZBWTH#ILL TL AL
WO ZERTRERLIICEDNS, INLDFEL WX, BAERBERTTD 5,
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