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New trends in the neutral model
Kei Tokita

Cybermedia Center, Grad. Scl. Sci. & Grad. Scl. Frontier Biosci., Osaka University

The neutral model by Stephan P. Hubbell is one of the few models which
predict patterns of community such as diversity, species abundance distribu-
tions, species-area relationships, etc., based on realistic population dynam-
ics. Recently analytical study on the neutral model has greatly progressed as
techniques of statistical physics and population genetics applied, and quan-
titative comparison of the theory with field data is increasing. What is the
condition for neutrality? How can it be produced by more basic evolutionary
dynamics? The history and the mathematical treatment of the neutral model
is reviewed.

1 BU®IC

EHREDIAL PV THD TEYHRRIINT 2EFTVIORE, 2252, Y
BIBRR ) 23w TEYBSR,) 26 TIRORME 3T, 203, BRzEANTEY
AT LD BEVIEFEIZHZRTH B 7-012, 205 DBIDOBRHIIERICSRETHETH
5L TS RTLADEMEN THB, Lddb, ZOLIRVATLABEL LAY — LT
SEELET S, BERXLY / ACEBRIN TV BEFOSMEM L 205 dSHENIC KIS
BBILFFY 7=, MIBEANCEET ZRABEREOERSF L 20 OROEML K
G, 74 VARREROSRE L 2N B2 BOMBRDOERME LR 2o D&Y
R RIRINE, % L CEVERIAMRCHIIE IC S F T 2 O S & 2 1 S ORI M 7 ERIEE
R &R &, ZOHDKREITIZE E03% 0,

INsOEHMSIL, MHEECELTHINE T RONZ EBEZVEVDHDTH
57280, Ziig DICHERNT, D OBENICBE 2 BT AR 2 ¥08E FVIREEICB L
THIREALERVEZoTHHRETIE W, FLTRERNATFHDHEER DD L iU
BRBELTH D, HIZWAIE, FYBHRIEIBECYHZDO 70y T4 T7EDTHY), BHh
MM OERTH 5. BTRCHNRIH - 2B T T4 2 EOTEHIGHE % £ A H
L7k iz, Mo A7 L08R, BEPEELR EOBRZIGHDTICERT 2 WggY:
D3HBL, ZNVHHBFEOLEREHEI T ITREEL H 3,

ZZTE D HIT S Hubbell DFILE FIL (1] 13, RERRBEBERED S A+ 3 7 Ric
HOE, HEOLKE, BEGH M, k- EHEER2 2 EBNCTFRTE 2540 %
WHERETNVDUEDTH D, & IR, HityHEPERREEICB T 2 BTN EE
DPHERE NI RER, ZORENIY RORENICHEL, REOHETF—5 LOEEDN



RHBOBAIITONS X I IckoTEL, Libd, Z2OXRIE, BRSO,
DEEUEMBER T TR, —RPIEBRHIL->TWS LIZB IR L) RAEFEOH
HhLIZHEMoT03,

bbb oA, BLRIVDARE ST, BEL IV TOHERPIERBFE—THE L VHH
REIE, HOPIRBEEORETCHAINIBOEBOSRE L INLTEHDTHY,
RicREOREOBEGEL AL EZRCEETS L LTH, PuEIEIHEDT LicM@mlic
B XN 2 0ENH 5, BELZPINTHS ERLTILBABREF L IA»? £,
IRl & D BBIELS A F S 7 ADS ED X I ICEINBBEDH? Fh il b
RSz BRINRRESEBOBEDONR Y —IlHTIRELIDIIZ, HR3BRLDOHN?
B ETFTNVDHELL 00 H 2BE, ZOBEOHEICZ S INO2OBEFIERTELEBH/D
BB (hirtk) OREZHSHICLEVEVI DN I TOEANLEETH 3,
HETIRPIETNVOBBEZBA L2, KhElAZLE L — 3l 2] 2 TBHE -
vy, BHPEE» SO T, Hubbel DFE (1) MBOREDEB/WARBE THIN—L L
HAZETRBYIOLE a—ichoTWwah, FIL7 14—V FOEBEERITORL V)
bbb, BRRIBEPMRICEEEoTWE, UTTRZENEHTT 2EEKT, HENLE
DTV OWTHRICE L3, X hEMLEFENERD KWIZOWTIE, PFIERLSTHIIE
—K, SHENE, BREKSICHE/ L TIEV: /7 Etienne & Alonso DL Y a2—[3]| 2 %
BHE-W»,

2 YIBORIETIV

2.1 Kendall €EF)

Hubbell DHIZEFNIZ, KNBEEMBREL -0 FELOPIIERICEKILT S L 259
AEL(, EBICZNS ORICIZIZIE—N—0ORIEH 5 CUR 2] DER 1) DD, Zb
Z HEEL L TORTHEERET 5 FIVIIARNERIHEL T 2 LRI Kendall A3kET
LTED 4], 2EABEEHRCHELLEIDTHS, FFELDOPULERDR
Fihs, EIIBEL NV DEFINEITICH o7 2 L IZHZRE I b BBk,

Kendall I3, BUREREEB L1 EBESH7- Y OHER, BERBIUHBEOBAR (ES
{tR) %2, zhFNEPEGICESBVERS uB LU v L, Bk H7-h O
BOBOEEE n DEHIBHER

Prob(n — n+1) = (ng + v)dt,
Prob(n — n) =1— (nf + nu + v)dt, (1)
Prob(n — n — 1) = nudt

TEZONBLWHIFNETNAERBIT LY., 22 TDKendall EFNVEED, REE T
BENTHLBIFEALEDHNETFAICEBLTIE, BoLIRERIcEMLEEcETF L
ENTW3, Thbt, B—OBERERICL-T, BERELIFEVBEITNS LIRET
2. THIIEMEGEZICBITS THERERE—F) LElTdH5. Hubbel I BATHNE
St EDBOENLE — F LT L TV 258, BENICEERARIGER I TR,



LEDEBHELZ L OET N, FERICEEHLES Y, BREEIRE R IKET 2
FUFLA—ILRBILEHTESL, LoT, Bt CHEBOEMMEGE N % L 2HER
Po(t)1d, UTD=AS—HBRAIKE) LEX DI LHTES,

dP(t)

8 = (4 DuPan ()~ (n(B+ 1) + VIR +H{(n = DB+ Pa(®)  (2)

KZlt = 0 TR TOEDBEFEE0 & v ) BRES (R(0) =1, Pse(0) =0) Db ETIh
ZREC I EMTE, BAR Y B/ OFAICE, BEERDDHHE %% Fisher DR
BE[5]S(n) =z"/ny (7z72L, z,y 3 ZNFN B uB LUVRLKTEZ SN B EH) &
%%, FRCEMHERE L BHE (8 < p) i, EFEEE (t — co) DRHEESITE
BEMN)—v/(u—0) k50, HERLFCEMELVLRHFLRI VFLAY 4~ 7 DGFA
(B=p) 12id, BARBHERIIN L THINEVEE (v < 8), FHEGESRZIC
BILTHET % (E(n) — vt), HERIFCERL L 2548113, FHEGEIZEHER
RSB 5. FHRGEIHEET 2580855013, BRY A XTHBIITOHEDE
FLELTIRIERENTH 328, PTEFAVFHRICBII 2BUOBETNEHRCTH 2,

28, ERFOXRISIZZN5H, HERBELODOHE (u=0)%, /—_NEEEE
HREETALRBEHATHHEL % Simon BB L TE Y (6], ZDFEICIZEEEOY
ARIRIDMICE D, BARBHI/NIWEEITE, RT3 7794 ABROF1
BH 17D, MEPHELRLEONHTHEAR Zipf DR 7| BB o3, BELI(H
N5 TV> % Barabdsi & Albert DAY —1L7 Y — -+ 2y b7 —27 - FNL[8] b, XEW
23 Simon DETNEFEUTH S, EESIZ, IROBREEEIAL S, BHLEK
Bl LTI BOBHHEEBERIE»ND I EE2RLTWS (9,

2.2 Moran-Karlin-McGregor €7/l

b9 O OHMIICEREZHIE 7VIE, Moran[10] 8 & U Karlin & McGregor|[11] i
LB BENERDETNVTH S, Kendall ET N (1) LIZBAD, BEEE (N)—ED
B&2HE->T w5, Hubbell bHFAL T2 ¥ oy ARIDAREIZE (BISHZEICHN
J59 %)) ODBREPIDETLTH S E VI BRTRKEEETH 3, Moran-Karlin-McGregor
ETNVEHEERFZODETNVEBRT 2 LUTOL I 0%, BURMIZH S 1 @E?
TL, Ry T, H»2EOF 1 EESFIORBICIELTIHEAKEAT S, BE(- )
TEFEOMEL 1 2 5. BEREEHRr L L, BEEn b OME% ocal ) LR
JLitY 5, MEFB—EDENEDS, (Bl r LREEEN B+OREVE) HERR
EFETR BT D& 5 itk fion, REKKN BLUESLR Y OBKE LTREN
2D Kendall EFIWERRBZETH B,

ﬁ=ﬂn=N‘”(§N"“+(1—u) . ) 3)

n n v\ N—n
“““”:N(”N+(1"F)N—1>’ “)




4

T, (3)Ri focal ELAD 1 BEDFLC L, focal EDEMDS | EAIEZ 2R TH 5,
(3) RG> ZDHID (N —n)/N & focal BUNDEDEAEIIRE T WL TH D, »o
CAE 1 H (v/r)(N—n)/N i3 focal EUNDEDMEAINEITN T focal N L 3L T HHER
TH3 (rEDHILD 1 BANLEHERTHITS). SoXhr>IHNE2H(1-v)n/(N-1)
DR & B WHER (1 — v) & focal BOFHIHCTHEBED Ny F2 5ET 2HEDHE
Th5, FRkIC, (4) R focal D 1 ABDFL L, focal EUNDTEDMEEDS 1 HiFH
ZOMERTHD, AL ->ZDHEID n/N X foca D H D 1 HELTHCET 2HETH
D, o ZANE1Hvn/N id focal BOFMbEICTLT 2HER, IS5 IHNE2H
1d focal LN DD FHFECAEEBD Y F2 BT 2HETH S, I I TRIHROEH
2HTEGRHSAF I 72 (Moran €7)V) 2EZ T35, BEBEEETREROEE
%% Z 72> Wright-Fisher E 7 Vb AV 6N, ZOHEITIIHER (3)4) dRIZRL 2D
k5, kEtEROBETTTERMLEN S,
BRHER (3)(4) oo s+ A Y —ABAIE Moran[10] I & > TN TE Y, fHiE
Bon 2 FOBEOROMFMEIZ —
i=0 D
F(n)=r T m (5)
Es, BEBTIREL (r > o0), EROBOREBEI+INE L, By~ Bn/N, iy ~
pn/N,Go=v LEBFSB LTS L,

.ﬂ@zuN@%ﬁ (6)

&b, ZZTY Fisher DWERBBESNS, vNIZWbHW3S Fisher D, b L I3,
DHIZIBN 3 Hubbell D "TEREMLIREL 6, ICXHIET 5. Hubbell DHFINEFILICE
\} B X BEOHEMIZ, KEMICZ ZTD Moran-Karlin-McGregor £ 7L EF%TH 3,

2.3 Ewens DY 27V 2VIRR

Moran-Karlin-McGregor € 7/VIZ5| Zfi ¥, LRERFICB VT, BETRRZ XKE
T2 T5HBE (coalescent process) ) & L IZNBHERE FILHISBIGHNERIOPEICHY
Sz, BERRY ) 2DV A X%2#EZ2 5L, BENSRZ DL TERERIZIILALZ
NETEAPICEEL B 2FILVRDDTHEEARARLI D, 2D LI, BERERD
FTRTEL 2PN IBETFZ2EAHT LIRET 2 TERWILBEFE TV, % Ewens
BT L, BEDS 7 YAl L EREROBETY v IV oFuch 5 Bk 3%
SCREBEFORE ZOMEAEOLRICDOVT TEwens DY v 7Y v IAR) L Xidh s 04%
B/ (12, 13].

RN BIE T € T VIE, Moran-Karlin-McGregor € FILICE W CHEHZ HBA & L
7B D (r - 00) IG5, Ewens DY ¥ 7Y v Fin e Pir e EBREIERT 3 &,
AIBENS TV FAIRY B LY Y VN 3 BEROSEESFBE NS, T
kbbb, YU TN 2REEEE J, Be S, BEE 2L OBORE 0,17 L,



Z;=1 ‘I)j = S, ijqu)j = J) & —5— ¥3) & ’ @@ﬁ@%ﬂﬁ’%b%ﬁ n = (nl,ng, A ,TLS) (ni
3FE D DEEED) LR BEERSDS,

J! 63
[T ni [T, 5! (6)y
TEZoNSb, ZI2TH = 2/yv (Jy BHELAEORMEEE, v IZFIEICOHTE

I EE) 13 Hubbell DEXEMSIRER TH 5 (BEHBBOSUROBEEZEF S 2w
Wright-Fisher € 7 VDHA) . $£7, (0); 13 Pochhammer 5%

P[n|8,J] = (7)

J J

0)s:= E(& +i1—1)= %0—)‘]—) = ; 5(J,1)6" (8)
ERT. IREL, T(z) 3AV~BTHY, 5(J,0) 3BIEDRAS—Y v 78 (7) 3,
TG BBR ORI A & BED S IREGE J OPURFBEZY Y TV LI L 0,
ETOEOBEHEBIIOVTDEGERIHTH S LHRT B LHTES. ERFAICKT
ZEIET— 7L, RELREBRO—IS (> 7N) THBH, 7V JORENE
BINTOLREGB IR, BEDOHILETNVICEIT 2 XA FHEORY FIZAREHMIC
Ewens DY v 77 v I RADIGAB X TIEETH ), BERBEEEBEIRBI 2820y
VTN TERDOVEDTHDE LWL B,

SIEDF () D oH ¥ PNTET SBBOMHEE(S|0, J) 2B 2L TES. J=1
DEZRF(NRCRATEETORCHEOLICESI),J=1)=0/0=1TH%. J=2D
EEICE, 1HEEEAERI(MNACS=1,n=(2,0),0 =10 =0, =12 VAL
T, 1/(0+1) &b, FRRIC2ELE 2 2HERIZ/(0+1) LB, £oT, 2Dy~
7N ORI

1 6 6 6
E(S|0,J:2)=1-(0—+—I>+2-<m>=-9—+m 9)
LERING, FEDOJICRLTRINEIZELD,
J—1 (9
mﬂaﬂz_ T (10)

It
o

)

BEOSNG, NI L L ENDEETORDIFEL LTROSN7HDTH D, Ewens
DREFFIENT OB LDTH S, 03+ 3/NE i S FIREIZ 11238, 6BKRECLS
IS DI E(S)6, J) V& JISED L. (10) s, TEBIEAEEER (S — J)) 25252, &
5z, KaEAL L g (A) OBIBEIGR (J~A4) 2RATZZLICED, Wb TEH
HREEIR (S—A)) 25222 LICHEBEL LY. Btk STIOSN B EHHE
1387 205, Hubbell 3IBHEIEESYBEDIHTA T /BHELREOET—FITHAT
BT ERBEL TV (L. |

Kendall € 7 /L% Moran-Karlin-McGregor € 7 WVIC B} 5 v A ¥ —HFBADHEE, F
BRI ERWTWwS, Thbb, $5focal ICHERL, ZNUNDLTOEZE LD



22 tickh, FENC2EROBEICREIY, Zhuckh, £ED 1 @b 2 HGBHK
ZE BRI TIRELRREZE2 5. TNoOBREBOBOBMMICEIIADELZ L
KL WSEBIHORALET DX, BOBOOEDBEGBEOHBEWICHIZITHE LW
")Sﬁfwcg’j(bi %I‘%ti%h%ti-lz‘?‘fb‘lé#éﬁﬁ'ﬂi&b: —‘fj‘, Ewens D% v 7/
VRN () REEROHOMELRREZELTE Y, BEOBLADEERT—F LDk
B -BREZT) LCLh#LRERICE>TWwS,

2.4 FODOHOETHEFTIV

Kendall DR ICHEDF I OVTERET L 72 Di3 Caswell[14] TH 3, 727°L, HHH
N7z 3D2DE FIVIIEEMITIE EEED Kendall, Moran-Karlin-McGregor, Ewens @ D
AU T®H 3. Hubbell DA [1] i1, TCaswell X4, B, T8 D 70t X 2BHERNIC
WY An-BEEHRETFVOEBE, 2 BRIICED-BIUDANYTH S, £H 5. Moran-
Karlin-McGregor 8 & Uf Ewens DB EEBEZOXRTEIL N T3 h 54w
& L TH, Hubbell DADH T Caswell DEFICH L THIH 7z B X T Kendall €
TWIENTEERBIZLAERODIITBRICEZ S, Caswell DB THEEBEICE T
ZHETFANMIRERS 72 & L IZHEDTIEH 3 D7D, BFEWEBRIZ Kendall DA 23K
W\,

ERFOXIRT, BIICREEE—EDPILETNVEEZL DX 9 7 94D Hubbell
DETINV[15] TH 3, i3 Moran-Karlin-McGregor € F MKW CTHEILE Y 2 ¥ 0
ELbDICE LY, BENZBICLRZ S X T, 20X RBEEES—F L) &%
(Hubbell i "X w 4 65, EWFATY3) ROMBHED T~ ¥ 57+ —2 % Hubbell it
MERERYIREY ) LA, ot vwoT, —EilEL 2BREETEY, IR
EEHICHFRAL, HRATICIE 1 ESEL T 5, Hubbell 320 & 9 RERA~DOKTIH
HESGAR IO LB A% IR T IR AR H S BIEROHIOEWEIC 2 2
Zt, BLUKEPEEL 7-: D5 ICEED - 7RI TR EIRBIOAE R 5 2 L 2R
L, 2D &) LREGEE»—EDERGEDD L TRONZEBEERSHZ Yoy LA%TH
(zero-sum multinomial) 737 & 43172, & 512 Hubbell I3 H 2 B/ABS I 2
L=y a itk o TR, v BHEBHARE W E ZIIINBIESRR, M E 201308068
BRUNCLZZLHEL TS, DOBHIZ McKane 51, MET322A7 —HFBRAZHEL
T, FROHERZ BHTHICER L TV 5 (16),

LEFED Hubbell DE 73, F— X FHBERNICH 2 0B O R 2 BRI B OER
BB I N EHZE2FHTE D 57D T, Hubbellld, ¥5i2, A VBLICBII2E
DL, ZRRITE (V) EERLETVEZEZZ(17,1], X IBREOREBES 4
FTI7ARERLT, ZOBMBEGESFELEME LT, foca BOBBHETELZEHR (P) ¢
REL1, 22T, RFHEOBMEGRDML, P, BARy, RFFHEOREGERK T I
EDEIIEKET IR I 2L —vavitkoTHR, BHENRT—% L OB LTFo7-.
BRIEZDETIVICHLTD, T RXA—% P, v, JIRET 3 BIFREOBEREERSHLS,
Z DRAZLZ FOBITRICE >N TV 5 (18], LFED McKane 5 Of#TIZ, AEHICIE



Moran-Karlin-McGregor € 7/VICE 1} 2 HEWE D T\ L FRRTH 248, (B E I3V 3)
A VHBROEBEGEIHEERT I LickY, A IBEOHEBRES 4TI 7 A EEL
TBRIEDPILE T VOB EEZFI L0 BRCHEABRTHL L1,

3 JEDPRIIEFIL
3.1 Hubbell EFIJL

A YHEER L VRFTHEOH A ICREER—ED&MZ2EI) ANT, 205 ORIDHFEE
HERE L UM OBEGEIFE2EEL7DIE2 0 0 140 Hubbell DE 7L 1] TH
5. ZI2TH, XA IBEOMBEHBEIEIX Moran EFVICELDO b DRREL=DT, %
DEMEEEDTIX Ewens DY 7Y v AR (7) LRAL bD L 3, Fkic, BHROBE
fES Ewens DR (10) £ %%, Ewens DY ¥ 7Y Vv I ARICBWT, BHMER v T4bt
Hubbell DEALEYSIREE 0 HVNZ ORI NEIFE E 2 5,

FRATREIZO VT, BEEFECRICEAR M TX FBED S DBEOBANSES 3 &
L, BR1-m CRIBEAOBEEOTFIBEROLIL LTS, BAEmMIIX FHiE
25 RATHENDEGED T8 ODEBEAVERLRTILNTES, SHEBRLEVIES
(m=1), T4bb, RCEEBBHT A SHELSOBABEBCEERbL L 313, T
TIZIBR 7 EERIEBEFEICB T 5 TEIBNILEEFET V) LEMichh, BFBEEORERE
BRI SBHELEL Ewens DY > 7)) v /ARTE 2 6N 5, HBEMNICLDE
iz, THEIRBH2HE (m<1) 1I22WTIE, Ewens DY ¥ 7Y ¥ I ARICHIET 3
RRRIZE O N T o7 DT, Hubbell 3EfEY S 2L — a3 v iFor, ZDEER
m DR E BT EEHIRDW 2 WIS (BIZIE, X Y BRENKBECRITBENETH 2
ELT, WESEMIGEVEERLY) i3, X IREOBEBABEIFIGEVWHKERD,
BEAEYBGIRER 6 2/ 0 & EITIINBIREEIC 2 3 2 LSRN, e, SEEIR
DR m BN VLGS (KEEL BN TV BEA) I, FOENLNSLEREN
% TEICEAZ ) NBUERST (19 Kl -THo¥ uy ASESGEBE LN, 200 14
? Hubbell DE FViZ, BRENLZEYINBRICEIDE, 52X —FDfEIIGL T, BHR®H
#972 Fisher DNEAZB L Preston DNEIEMD [20, 21, 22] (IKl7=97) % RS ICF
HIL 7 &) BRCEHNZEFLTH 3,

3.2 YRY—FERADAE

Z DO, Hubbelld 2 0 0 1 FE TN T 5 BITELE 2 5 17 [23, 24, 25, 26]. Volkov
5 [23] 12, McKane & [16] DfEH % b L 12, ¥ 0¥ ASESH 2 BTNICRD, Soan
7 FEDOHEMHELE T — 210 LT, CudsSEHIHEINEEESHLD b L HTIEE
52 L& L7, Volkov & DENTIX, X ZBEICH L TRBBEEE—E2KRELT, B
BB ERRDEBIR (Jy — 00) DERZA DS, X YBE L BFBEOHADE
BHEBLZNOOHVEDOSE, 5 ICAFREORBARK—EOEYE (Luy ik



) 2EZELEIZIERESLRPIETFT L ZIOTHRRNICRYFE-7bDTH B, ZOWMRE
IRWT, A IREORBER—E2ER L 2PN ETVORTRLEZ o
(24, 25, 26], AT CIRBBICZDOBREMENT 2.

¥9, A YBHEICOWTIE, Moran-Karlin-McGregor € F)NVOHAERK (3) LFTE (4)
BEZDL, TEL, TITRAIHEOREGELEEZ N =Jy LB EIZL, TOdHEE
WWREL, o TEEr bIEBICKEL, BARLOUMVBEETELIEES (W/r—0) %
25, PERECBWT, BEH Rz O@ES, OHFEER E(S,0,Ju] EESZE
295, B (t — ) CESMLTEENEBIRL ¢ CTEERSn itk T5E, &
BOWMFEIZZD L S RBTRTOFS

t
E[S10, Ja] = v / P, (u)du (11)
0
TRING, 1L, P()B3NIET5vRy -4 (2) OfFThHb, #HfEIZ P,(0) =
601 THABNG, 575 ALHIC LD

(JM+1—TL)n
(JM+0—n)n

L% (OCHR [24) D Appendix 23FEL V) . 727 L, (z), i Pochhammer i85 (8) T®H
%, %1, ZIZTRO=Uy-1r/(1=v)THYH, Jy>1, v 1DHRT Hubbell D
BEEREYSREBITHY T 25 X —F L3, REROHFMEIZ

E[Sn|6, Jun) = % (12)

JIm IJu—-1 0
B|S16,Ju) = Y _E(Sul6, Jul = D _ 57 (13)
n=1 =0

E Y, EwensDY v Y v IRNRXDSEINDHD (10) & —KT 3. BEEEIIKE
WHERRR (Jy > 1) T, #HEER z = n/Jy ZEGEERE A7 LT, HNMEGESHH

(1—2x)%1!

(D(x) lim JME[SnIH, JM] =6

Jrr—00

(14)

i3,
—7, BETEEIC L TiE, X IBEICEIT 3 focal BOMHENBEGRKS Y x, RETRED
EESE J, T2, HERLFEERD

5 = JLJ-L-H<JLn_1(1—~m)+mx> (15)
n (Jp—n
i = 7 (FZF0-m) - 2) (16)

TEZoNB2 Ay —FBRRAEEZ DI L5, FEMIISTR (3] ISFEL VDS, XY BE
KEBWTHNAGRE z 285, 220, RBFAABEEICE O TRER R 2 OB OMFMEDS

s (L) SR e




TEALNS, =L, plz,1,Jy) > 01, X FBED SBAT s HMMERK ¢ 2-oME
PSRBT I FEIE L R VIR, %7,

I :=

m

(7~ 1) (18)
i, EASE 26 LHENG ST A—FThD. Ibiz, A 5BREOEBEEKS LS
BLT, EREWSRER 0% Lo X 5B 6 BAK m CHEESSRL T 2RI
BIZB LT, B % b SBORORIEEL

E[Snlm, g, JL] — /1 E‘[Sn|m, z, JL]CIJ(I)(;E)dq; (19)
0
20)
_ Jr V(IZ2)n(I(1 — ) g (1 — z)?-1
- 9<H)A (D1, P (21)
TEzZon 3,

3.3 Etienne DY > 7YY INR

YA —HERDOHRICEDBOND DD, BEROMFEICTEY, ChE2EBDF—
g EHET 2R TRATOTHL LI ERMbH 5 [27). L HERECEFTVOBEAEZH
NB71DITIE, FHDINTA—=FIINT 2RAMEELZITILENH 3 (28,29, ZDTDIT
i, HEES, BEE T DV Y T BL T ENETNOBDOBEEE n = (ny,ng, -+, ng)
EVIHIHABEORICRBEERENT Pln|o,J] 2 RERBSE T 20ENH 2. ZOSER
DA AT, BEEn %D OBEROMFEIZ

E[Sa]0,J) =D ®u(n)P(n|d, J) (22)

In|

THASND, LKL, Ou(n) 3Y Y TN n Tl 2 bOBOKERL, MY, 1}
BEAE T 2 O22TOY Y TVICHT 2ME2HRT.

AIBERIINL TR, ZOSERSHVEwens DY v 7)) v IRK () TEZ 605 Z
& %3 Hubbell[1] 12 & D 8§ E N C\> 7223, Etienne & OIff I3 Ewens D% 9 #HIR D
HHHEE (M <) IIRL, BFFEOSERIHEE O, Jhud, BE»SVEEIC
EIERLHOMZ G 7 OICHE St EBEER ST, T 7 AN nikk EOREHE
2R E L7h3, Etienne[28] 132 Nz KiRICHiI&{L 3§ 2 U T OAREH 7,

J ’l7a"L al)
Pn|f,m,J] = ]_L 1 11"[] e Z Z 5(n . )(9) (23)

a11 ag=1 A

1L, A=Y 5,0 THY, 5(n;,a)E Pochhammer 515 (8) DEFHD & & 5 THT X
ERIBDODRAY— VY THTHS. Zhidm=1TEwens DY v 7Y v I RRICRET



10

%. Etienne i3 ZDABZEB AT 20 L mZEtEL, HEIN-BAREMm M, EEBED
Naand FEICET 5 08EEMD o HE SN AMH (0.12) IKHEFISAWI L 2R L7,
Etienne D4 v 77V v FARIE, B4 LEGEBRBIcNLTROONTWS, FZiE,
R ECIRRTERL L 5%, 1BEMWHIZ, 20FH L RMtEEOTFIESCEEBDL
% L\ Moran €7 (HREEH D) Oftic, 2 TOEEIHEEICTRIC, FERERTL
v>%) Wright-Fisher €70V (MRE#HALL) 2EX 52 L5 C&%, %7, Hubbell DA
VO FNVDETINE, FEAMICIE Moran €7V LR U7EAS, FBALEZBEGEIIFZ2EER
(HREEZL) . 20ZncN L TEREMSREROERIIV LT ORE 29, @y
LRy B+3/PMEE/IE, TNODETVRALHOY Y 7)Y v IARZEZX BT L
BRENTWVS,

4 ZRARETI

NETRNLTELPILETNVIZET TEEFETIV, THEM, SEFRETE
EDBREALPITEFNVIIEMEZBICERLAZDDTH S, FENLZED K ORED
5, INFTDLEIAZD &S 7% TEMBHRE T (spatially structured model) ; DHF
RiIDHL, BES 2L - avick 3 bD»H (30, 31, 32, 33, ZD% L IFEHRM
RBmTHY, HEOHET—F LOBEAUEZRETZ2ILEDABE S aL—vay
BRITHON TRV EWVIDYRRTH S, LrLuds, FifiEFTCIcATERLLIIC, 3
MEZBICERL 2ndhife 70, EBROBET—JICR(HEAT3ICLTY, #Hic,
ELBZVIZLTYH, Z2BEHZERL TRV LICERT 2O E D2 F 2y 27
BNBENHB1EAI,

B LR WEBELERBAROVLEDLELT, &
20 2R 2EBEBECEICET 21
K P(z) DHEHRFE 34 b Fon s, ZoF
A, BEEMROF—FIC3EAELERVED
7, T ki, EREVPINTHS L
LTh, 20U 2RHILHBERAr — 1121
TLPEDE>THREWVI ERRBLTWVES
DrdbHENIz v, SEIX, BUEBED LY
REEAR T —VTRY OO %, ZEREHER
ETNEFESOTRARIVNENH B39,

EEREOBEIZAS 2 ICHIMICIZRZ 2w
DEDS, BIKETDHEHAE T A L,
5 OMBEDEY, BUTFN BTN
#EZ25Z LIChoTw A AEENDH B, ko 1 2 _—
T, Yok ohitoRER L B L 2R LEFNDBHBRACET D
2, ZNAREOAS—y (EEEESH T BEOSHEE
PLEMEREMR R E) ZIZLAEEZ VD,

R
N .-‘v;‘h
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RV HEDBMOSZLEZTRDE Z EBRTTIIEwhEBbNn 3,

CHNICBIL T, EES R 2RI TF LICEHELZEEBEL T, 2o MDA REE
DIEEEZER LT T2RITTEFHRLET N, 2RARTVE[35), M1iE, HB 32—
av¥y LB WT, BOYEFEGBEL-LE (BB LETORRERBO DL L3
B 5) D, HARACBII2EEOEMOAZRLIbDTHS, M1 0 1HEE]
020 | HORAHEMEFRICEEI N, SFEERNICIZ ] 6 BESA-TVRS (X
IHEORMEEEIZ163216). ZOEFLY, EEMNICIZ, Loy isSEYHRN
BOER AR I Bl7z, BlgoEEGERSH LR T,

ETORICEL T, IR EIMHEEMOEM L 2 1 (BEBORFHENRDAD
TE) 532 (3 2{HMEN-RTEE T CORERTH. £2HD 1,/ 3BEDZEMA
r—iV) ¥ TEZITLIal—vavlTaEEZA, BRAGBESHIIIZIEA EELIL
o tohs, BEEBEBERS(A) XL DWAL & bITHALY (RAIUHEREICN L TIiE LK
ZVAPERSBRELRS)., 2D L6, 2RIGBTFRIUETNVIIE VLTI, o8
HIRRIZ, MEEGEHEIH LD DEREERERICL VE(HEETL I Lbd o,

Iols, PUBRZEML, BILICOBIEM L ACREZEZ -V Sab—arvzfTo
To. 2R L, OBEELFETROEYI—E (FELPLTVLLDIIFLICRTV) L W»IHFHF
ZRILICKD, FHBHRERYBOTIIRIEBRDZoT0RBE EHIIKAZBZ LI
Lz, ZOBE, BRKESHIZIEENICIIBERSEC THOREMSKE @R A-S
TOEXRIBEOEBREHIKEd hot, ZDZ LI, BTLIIHITHRBEE IR
T, PIZIE, BERIIMEVDLE ETEFERIITHEEL, A Lr@F2zRIEE
BOETEMRET 2HER, IVSRENEC A3 L2FRITE, oz Li, #ic,
EEDE D BT A= OflBEDLRITL D Bd T OHRIZEIR D Lo T BHEIT,
GRREDIZ DRI A= DIAEORFIKET DT, FIULETNDNT X —FHEENR
BRICAAETH L Z 2R LTS, —F, ZOB43, EREEERIEBRERS A
F LI X =Y ITRET 2B d o7, fllicd, P2 BREH2E2 T, #
BORY—VICEZZHERPTART V50, FHIIBES 2RO THEL - »,

5 F&&H

PERTER XL, BEFTNMICEBOLTIRZOFRERFESS 75 THMI W L Ik
HRNCHEERIRDIROCOFESTEL TE, LI, PYEFAZX I 2ERBROH
WIIEOLDOTHRARREAZEZTWS, ZDXHIC, PIEFVIZERATH 2, Zh
13, EBOWMRBFIZEDLS LI biFTidhl, BRLIRL LEICRHE TEEERN R ZEDS
ERNR Ay — VBRI N 2 EEERS AR EOBOBEZI DAY -2 FHT 5D
BAENTIRRVWEW) ZER2TRBT 2056 THS. TN, BEARBZICBIIZDED
DEINERITIEDBZRETH Y, PUERE PR S B HRDOBRAEIEL 2272
%9, BEZBEEEESACEEROSEET AL BMIICE 2 LW TEL X itk
7203, SEIIEHEEMR L EOMOEFEDRBICOWTD/NY — OEREHNET Z & 28
s, SBRORLEELFEIZ, v FHEHBLPIERBOHEATHS. 82564,
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MR BRIL sy FEFAEHE ST, EOL D R THEROSEA TR BT
52 LBy FEBOMU» SOERLT7T Tu—F L5755,

nE, BIETUEEURLRE T & BRI OB O LB - Bt McGill
5 [36] ko & > THFHNT VB,
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