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1 =

LD 70 2% 50R L FHIT 2 2 L IZRARECE T 20 - & b EREEH
DREFEED—DOTH S, ZO—DODRRFIEL L THHAIN TR EEET L
D—2IZ adaptive dynamics (AD) 2% 5 [3-5]. AD OPHHATIX, H2HE—DF
HRDOFEEZ R > BB D AEYEFIZ DWW,

(MUT) BAER L bTOLICER ZWEELZREORARERBPRET 2.

(COM) Kic#EM%Z KR T 5 REB 2 “HEMIC BT 2 BABS 20D T 5 1%
RICEDIRET 3,

ZIEFICHEDRETZ LT, ZOHRBEFPFORBFEPIRL ISELL T fkE
T 5, ZZCHERLZ L ZODWEME T, m 2R OTRIEMICK T 2RSS
B (BT, DMS AR EELQ) I, EREREOBSIMUTO L) IKidRcE 3,

dn

d_tl = nlfQ(n]_, n2’ N7 xl’ .'L'Q)

dn

TJ?Q = ny fa(ng, m1, N, 2, 71) a1
dN

_dt = g2(n1,n2, N, Cclv"'[’?)

2T, ny BENZN 31, 20 DIERT A X, NISHIRERTFZRL T3,
ZOHBEADENBESZ B L TV 5 7D IZBIRL fo, go DSBARPRTE 72 TR E LM
ity 5.
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¢, WHENEGRNZEGDES — L IcB\W»T, BAREME «, 235K
NI RAE RSB oy MBRA L L EDOBRAHEICER 0(x,,15) £ T3 L&,
Z D x9 = 31 WWBT IR REL (selection gradient & FEIXILS)

SG(a1) = o (@1,22) e
IZE > T2 DBDELDO S ERE T 2 FES B TH S, AD DRI, BA
SEISE 02y, 7,) %2 AR LR 2 RS (R,,,0, Ny,) DIRFEREMEDIE L 22
BAH £2(0, 7y, Noy, N, 22, 71) TEZ 52 LT, EEREIELEVBIELECOT
TVBETHSH, L LENSEENCE R, INRBIFLERSRBRZE
EERHRET2 LI TRETHD, —RICIFEEHTH 3, KxizZoRBlO—>
LT, MUTosRAciidIn s MBS RR2HR L 7%,

d
% =n1(1 — (n1 + n2) + (22 — z1)n2(c — ang — bny))
d
th =n2(1 = (n1 + n2) + (21 — @2)na(c — ang — bny)) (1.2)
dN

IO LFEMICEEAL X 5. BABRFORRIZ
(S) AR LRI s MBI & 72 5,
(U) 2R R 2 BAIEEN & 72 5,
(C) BRI L BRA BRI § 2 “RIEM L 72 3,
DEZDWHATH 5, BEFEMITIIUTOBEY TH S, 21,1, € R ET 5, FAHESF
HER(1.1) DfF%E (ny(t), na(t), N(t))iso £ T 5 & &, BABEFORER(S),(U),(C)
LT CERINZ =@ DEHREET.
(S) (ma(t),ma(t), N(t))sso ETHRVREOD L 2, BFAERIDZELRN 72 P8 -
(g, 0, N, ) IR 3,
(U) (n1(t),n2(t), N(t))i>o IZTARVRHDO DB 12, A RBIH I ECH 40 P8
15 (0, Ty, Nyp) 1CHURT 5.
(C) (na(t),ne(t), N(t))i>0 FTARVEHOD L 12, B4R L 2R RN
LTV B (7, 7o, N) IR T 3,

selection gradient DR FIC &k > TZDEDENDHTHZRETE S L) T &
1¥, ¥0 T2\ selection gradient % {RF DB ARESE v, & AR DEWER
BRI EME 2, DRIOBENBE R ORERIZ (1) £7213(2) THD, oz L1, D
KPBERICE ST (1) &% (2) LR2PPEESLEVI Z LIz oRw, §
b BEFEMITIE, selection gradient SIETH 5 (resp. ATH B) & &, ;I8
VT T CEZE XN S SU-shift (resp. US-shift) 2EZ 3 &5 Z LIxET 2,

EBR® 11 20 eRET B, 29 ITBWT SU-shift (resp. US-shift) 23 5 & 1%, &
ﬁg >0&6>0 i)s"—f?’l—/f LT, {(nl(t),ng(t),N(t))}tZO iﬁﬁﬁﬁ (11) D Se(xl) Iz
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MEHEZ RO TH 2 L &, DUTHRITEIE2E).
1. Iy € (.’L’l - (5, 1'1) 73: 6 &f%% (S) (resp %% (U)) & 7’;: 5.
2. T3 € (z1,21 + 0) % HITHER (U) (resp. FR(S)) &4 5.

ZZtT

s@=( U B ®.9) (0.0 0,00 xR),

(n1,n2,Ne,z,2)€L(z)

L(‘T) = {(nlvn%ﬁz:xa 1')'711 +ng = ﬁz,nl’nQ > O},

ThDh, B((nl,ng,N),e) E=t (nl,ng,N) € Ri_ xRDL—=7Y vy FEEEfEIZ X 3 &
FAVIfECTH 5. :

Tl DR L - BN (1.2) TEINZEAFEF T, ¥ TZ e selection gra-
dient Z &K DEFAERTEEME o, 1o L TERERBEE 2, 2 EARIGES o 7%
ELThH, NI RX—% a,bc DIEZBEYNTHLS L FEHERERD (C) L&D, SU-shift
® US-shift BRI 6V L 2R LTS,

£'1 T4\ selection gradient ZRKfD xy &, 1 I T 2 DEIDENBEF D
BRERBABECEDOFFICL > TIRETE S L) TR, AD OEGREROEE
2R ITRETHVIACEALZED TEX, HTH Dercola and Rinaldi [2] 13 Z DR
7E % “invasion implies substitution” principle (BAT "¢l IIS principle & &g 9 %)
LY, BIZ X RIEMOEANBESICE Y % G-function (Brown and Vincent [1])
DIFEIES 5 & ZITIZ IS principle 25IE L\ 2 & ZFEH L T % (IIS theorem &
&, B 225M1) ETRERFIDRLTWSED, IS principle IZ3EH % FiR
THY, 2 z21Z G-function DFEHED L I ZHEWHIRZMNEE TS, RO=ZD
DEBIIAFEDEERTH D, G-function DFFE & ) WOFHIRZ N L 728546
IZDMS HRADRIZED X I A RIBEEZRT DD, L) HRREEHMIC—DD
Br52 5,

EBE1.2. 2, e RET S, Ec>0DFELT, &M (1.3) (resp. &l (1.4)) 03
FRALT 572 51, x1 ICB T SU-shift (resp. US-shift) BT 5.

00

Sup (n17n21N7 x17m2) < 0, (13)
(n1,m2,N,z1,22)€L(21) 0z
00

inf — N > 0. 14
(nl,nz,N,;Ill,xz)EL(zl) (9502 ('fl1, M2, 2 21, 3?2) ( )

Z 2T O BREREEMORER EBERMORERDZE
@(nbnz,N,fvl,xz) = fz(n2,n1,N, 332,271) - fz(nhnz, N,z, 332)

TH5.
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ER 1.3. DMSHERX (1.1) 5 (TMS)-induced (2 2.32M8) Th % LIRET 5.
DL EERD (ny,ng, N,x1,12) € L(z,) I LT

00 06
ég(nlan% N: 371,$2) = —B_Z'Q(xl’xz)

DIRILT 5.

EHE 1.4. DMSHERIT G-function (B 2.12) BWEET S LX, ZD DMS
HERXD (TMS)-induced TH 5 Z & LRfETH 5.

NS DEEE EMICEMAT 22012, MTTIRARER (1.1) 2 DMS FERT
b 51 DITEH fo, go DWiTe T RNEZKMZRR, BRAORHAZIELD D LT
5. I 51T G-function DEEZHER L 72D % I Dercole and Rinaldi [2] IZ & 5 1IS
theorem 2 4 OV A CIEREICEIR 5. &I “(TMS)-induced” 7% DMS 572
ROERZDBR, ZODER/ROBERZIHIT 2.

2 Framework & fERDBN

Bﬂ%ﬁl fz, g2 d)ﬁ%fﬁ%
U =R2 x R x R?

EBE, fo, pl 3t THLLETH, HERX (LD IE20WT, NOREEIZ
(nl,xl) & (TLQ,.’L'Q) O)HEF?L:LI{ZW?L&W&%'@&'@%#%, %&92 ¢

92(n17n27N7x17x2) =gQ(n2,n1,N,:c2,a:1) (2H1)

B TOIDETD, Elon,=0D & FiTlX (1.1) ZHBER OEEFEE

dn
—c—it—l =n1fi(m, N, 1)
2.1)
dN — g1(n, N, 72)
dt = gi\ny, » L1

ZEMBL TR LEZIZDONREATHSY. Tibib

f2(n170> N7 Z1, x?) = fl(nb Na 1'1)

(2H2)
92(711, 0,N, »’61,1172) = 91(711, N, 331)

Zii7lz T ERET S, S5z =22 =2 DHAEICH (1.1) FX)H T 5 HALEMO
EEHESEZERL TVwEIRETHS. Thbb
fz(nl,’l'LQ,N,ZC,Z’) :fl(nl —|—7’I,2,N,ZI7)

(2H3)
92(n1,n2, N7 x:x) = gl(nl + n27N7 fE)
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BT ERET B, &M (2H1),(2H2),(2H3) 22Tz & 9 R ABRR (1.1) 2
Bx I3 -RIERICB T 2SR SRR (DMS HER) LR LicT 3, fiHl
D7, DMS HER» 6B I HERIEMIC BT 2 EEFEIETEN (2.1) 13
72 12— DRI ZE T MBS 15 (R, Ny, ) %550 LRET 3.

RE 2.1. ERD 2, € RITHWL T, BRESLHOMEERHGEAERN (2.1) OFHR
(g, Ny ) BT B—DFIEL T, 1R (Rgy, Ny ) BT 2R (2.1) DEIALTFI

.. 0 = o ~
nwl Bfl (nfEl’NiL‘Dxl) nwl a]f\}(nxlaleaxl)
(2.2)
0 ~ 0 ~
g(nZUNﬂ:l’xl) a]%(nmprl)xl)
@E%@Eﬁfﬁ@%ﬁﬁ IBTH B,

2 DMS AR (1.1) 1Z%F 3 % G-function DEFRZ M L TE Z 9. Brown and
Vlncent [1] it k1E, G-function DERIILTOED TH %,

E#, 2.1 (Generating function). BI%¥( G : U x R — RAIDMS HEK (1.1) D
G-function TH % L1, GIEETHEEPTH-T

G(n1>n27 N) z1, .’172,171) = f?(nly n2, Na xl,x2)

(2.3)
G(nlan%N .’)31,.’1'2,172) = f2(n27n17N x27w1)
BWEL, 510K (G1),(G2) Rk T o LB LS.
( ) F£ED (nl,n2,N z1, T3, ) ey xR ﬁL’CJ«l—Fi)i‘ﬁEﬁ'ﬁ‘é
G(nlanQaNa 5[;1,.’172,:(/) = G(TLQ,TL]_,N, x?axl)y) (24)
(G2) z1=2o=2zDLE, fEEDs>0%,7r 0,1 I LTUTLBRIIYT 3,
G((l - r)s,rs,N,x,x,y) = G(S,O, z, fl?,y) (25)

Dercole and Rinaldi [2] @ IIS theorem % &4 O#sH A CHE IEER 2 L AT
DFRER D,

R 2.2 (Dercole and Rinaldi’s IIS theorem). R 2.1 %72 ¢ DMS /& (1.1)
12X LT G-function EIET % EIRET 3. D E &2, 128 B selection gradient
BIE (resp. B) % 51F, 2, IZE8T SU-shift (resp. US-shift) B3 %
RICBLDEMEDSI DD, EH1.3, 1.4 2EFT 2 7 DITHER «(TMS)-
induced” 72 DMS AR E WIHIBEZEAT S, FTHDIUTOHEREZEZ 5,
dm
dt
d
‘% = ny f3(na, s, ,n1, N, T3, 23, 1),
(2.6)

dn3
- = n3f3(n3,n1,n2,N,$3,x1,$2),

dN
pr = g3(n1,n2, ng, N, 1, T2, T3).

= n1f3(n17 na, N3, Na Z1,T2, 1133),
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Z TR f3, g3 DESIHIT
ng = Ri x R x RS

VC“@ D, fg, g3 6i+ﬁ¥ﬁ";ﬁ)‘f‘3§5 b j‘% Z @ﬁﬁiﬁiﬁi@ﬁﬂﬁ?gfﬁxl,m,m ®
R OZRERIC B 2BAEFZR L T2 7D IZB fi, g3 W TRESLR
HEEZLS. £3{,5,k} = {1,2,3} KN LT, (nj,z;) & (ng,zi) DIEFIX n
DRHFRRICHELGET, (i, 2), (ng,z;) KO (ng, z) DIEF IIHEREREE N DI
HKEBICELSELBWEEZOND 2D,

f3(ni, ng, N, Na Zi, Zj, "Ek) = f3(n'ia N, N, N) Tiy Tk, xj) (3H1)

gS(nla Na, TL3,N, SL’l,SCQ,:IIg) = g3(ni>’n’j,nk7 N7 xjaxﬁxk)'

BHALY 5. ZHEMOEFHEEZEZS L E, ng=0D & THEX(2.6)

dn
d_t1 = m1 f3(n1, M2, 0, N, 21, T2, T3)
dn
d—zt2 = naf3(n2,n1,0, N, 23,71, 23)
dn,g
g
dt
dN
_C—l—t“ - g3(n1>n27 0) N7 1, T2, x3)

¥ DMS AR (1) ITHEL TV 2R TTH 2. Thbbr DEICLST

f3(n17n2a OvN) Il,x2,$3) = f2(n1a na, Nv CC1,.’L'2)

(3H2)
g3(n1,n2,0, N, 21, T2, 23) = g2(n1, 12,0, N, 21, 22)

Wl T ERET S, Flhay =z =0 2 =123 =1 DHFEITD (26) iFZhZ
NG d %2 DMS ARBRRZFERL TV 2 LEZ2D08HRTHSH. Thbdbb

f3(n1,ng,n3, N, wl,xl,xs) = f2(n1 + ng, ng, N, 531,933)
f3(n17n2an3vN) $1,$2,$2) = f2(n17n2 + ’I’L3,N, x17x2) (3H3)

g3(n1,ne,n3, N, 21,21, T2) = g2(n1 + na, ng, N, 1, x3)

Wi T ERET 5. BLEDEM (3H1), (3H2), (3H3) 24T/ 3 R (2.6)
B4 G ZREMOBNFES HER (trimorphic system, TMS) LS Z E1CT 5,
Z 7 Tid (TMS)-induced 7 DMS AR ZEEL X .

E& 2.3. DMS HERK (1.1) 23 (TSM)-induced TH 3 & 1%, 155 2% B fs,
gs u;; — R ﬁs\#?f L ‘f, EE%@ (nl, N2, N3, N, Iy, T2, IL'3) € Z/{3 6:NLT%f£F (3H1),
(3H2), (BH3) BRILT AT L% E ).



B4 DEHERO—DTH 2 EH 1.2 13, DMS HBROHERME LM T—KDH
BR (L) L TRIZT 2D DTH Y, G-function DFETEIFFEL T, Z
DEBDRGE (1.3) PIRE (1.4) RBEOKRIBHI L ZBEIET 254 TH 2. Th
5 DZM X Dercole and Rinaldi [2] I & % IIS theorem (¥ 2.2) DIRE L D 5
WEHELRDTH S ) b,

HRKCAEL 2 R RRT 2 008EM 1.3 LEM14TH5, ThbbEMR
1.4 12 X b DMS AR I L T G-function B3FEEET % 7 513 (TMS)-induced T
HY, TOLEFHI3ICLD, EH1.2DRETH 5 KRN EE BT 2 54
B3, BAERPXEN 2 TR ORTLEEDIETH 5 selection gradient T
TEDZILEFRLTVE, T I056EH 1.2 DIKE (1.3) RIKE (1.4) 1ZRERD
IIS theorem (¥ 2.2) DEMF LD BFRETHD, EH 123X Y EVEHD
DMS BRI L GHEATE S Z L%hh 3,

ARl G0 IC—% D DMS HBEIUX L T IIS principle 23HAZ L 72\ 2
&R RBIZRERR L 72, RIZ 1IS principle DIER DRI FHZFED, X hIAWw
HiH D DMS HRA DB SR ZRABICEIC L > THANS Z LS L ko7
¥ 7z Dercole and Rinaldi [2] @ IIS theorem (FE# 2.2) ZEH# 1.2, 1.3, 1.4 D="2IC
DR T2 &, 175 DIIS theorem BRI N/ 5% L DV BHRICEET 2 Z &8
AJHE & 7o 72,
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