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1.1 =
o 1 XTI EZERM

o ZERZEFUIA /NSRS (AR ED R8I R (2 I3 PPIRR)

1.2 FAMEE (invasion fitness)
1.3 ©%
RAFEIGEIIUATDO LS IZEHE I NF T (Metz et al., 1996),

AT o (T g 2 RIS AR o DR ATHEISE f(2/, ) : IO AR o 5 5 73 2 B OEEFEEE n 23
WA ARRE S e 12H B & &, HMBIUZRE o OYIIRINE,
TRROHREM o ORBUEEZ n' & LT

ﬂﬁgﬂ:hm{ldﬂ} . (L)

n'—0 |n/ dt

B AR BT SR I 8 B DTHAT f(x,2) =0 T,

f(o, ) XA » OFAETICBI 5, BWEZEHOLEEOMBEOERE o' DIRAEIGEE2 5258 VWIR
T, THAER ¢ OFETICBYAHENEE ] &ART IR TEET, ZOBECEFIX ¢ IT/EFEL TE
MNEAL £,

14 mEEHES (trait substitution sequence)

HEL U7 ERBMORAGESENETHZ L E (f(2,z) >0), TOEERIEERMFATRETH D, RALK
28 SRS E RN RE 2 8 U CHAE R 2 BOR L, B BRBDRO FHAPRIEDE ERI Y 725 Z L 3% W T T (Fig.1),
Feplzeaicid, 2R W AERDIAZLZ0, B L7200, WERZ I KR bbH 0 £3, AHEA
DIRADFED B EIND Z 212 X B ERDER % trait substitution sequence £ IFUNE$ (Metz et al. 1996), Z
Tk DPEEREHE] SR Z &I LET,
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Figure 1: FTRE E##8H (trait substitution sequence)

1.5 Jir#4L (directional evolution)
R EHEEIC X 5 EF O A, BT DM EDESE AR (fitness gradient)

_[of(@@")
g(x)[ B ] . (1.2)
ZEBIL £3 (Fig.2), S LOIARHERE XA T ORI & 0 EEIIZ5-2 51 F 3 (Dieckmann and Law, 1996) :
d 1
d—? = iuoin*g(z). (1.3)

ZIZTp3EREREE (1 HEDD), 0, FEARLEOHR (BHERAE), EAOHRIZENEIRZICET
% Lande DA Price HREA LR UTTH, EIIFELDD £7,
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1.6 ALk
1.7 bR (evolutionary singularity)

FTAPEEEIR A% 0 12 72 % 5% AL IR; 2 54 (evolutionarily singular point) & FEONE 3 (Metz et al., 1996), 725,
Mo DERRRATH D & &,
g=g(z)=0. (1.4)

1.8 ELrR RS D5
1.8.1 UXHZEM: (convergence stability)

HEALRRE R S & DSDA R DA% 7= $IRF, o 2 IR ZZ7E s (Bshel, 1983) X IF A £ 5,

C = {89_(95)] <0. (1.5)
O =z

Thbb, 2<iDEEg(x)>0. 2> DEE g(x) <0 &BBDT, LRI TH LMY &z T[> T
Hrb Ukt £9, 72, 2O CIEUATFDOLI AL TEET,

[0 (,a) 9 f ()
C‘[ 972 L,_z_f[ ox'dz L,_z_; (10

1.8.2 E{bHYZEM: (evolutionarily stability)
LR RS o BEAT DORM 2 723K, o % #ELNZE 5 (Maynard Smith and Price, 1973) X IFU £ 5,

_[8%f (@ x)
D= [WL—E—;C <0. (1.7)

ZOEMIE, BV o iTES L EiT, HBEOEIGEERLIFIZR > TWwWAEZ Iz U £5,
Z D D DPIEDGZE IR OMFIZSIG L £,

1.8.3 FHEAZR AFEEM: (mutual invasivility)

HEAVIRRG 05 o DSDA R DM 2072 3. o 2 HAZ A AT HE (Prout, 1968) TH 5 & KHL £,

0*f(a' )

M= { 0x'0x

] <. (18)
M,D,Cl&-M=D—C OFRIZH £7,
1.9 (b4 S (evolutionary branching point)

(Metz et al., 1996; Geritz et al., 1997)
i LA R

g=g(x)=[ 5 }__A:o. (1.9

i, PRz e

_ [99(x) _[9%f(,x) 9*f(z' | x)
C‘[ oz ]H‘ [T]__+ [WL,_m_fQ (1.10)
iii. (LA EN: .
a$/2 x/=x=3

o EALMDBRDALILIZEIL (52 W 1 IR DRBEIL) OEFDH 2 L. ZTOEFIZFAELRIZ & -
THEALM DI Z B L, ARHUBWRD 132 2 TolbiER 221k £,

o IO DRMODEHITIIMARRREREZMREL 92, RREEDTETRWIDIZ KRB0 DR % £
DEARIZBAENTH D I L& BB I X > THEPD STV E T,



1.10 EAf : EFEESETETIL
1.11  fEAEEEE TV
ZZTIEE M= ANTSOBREBEFETNVEEZET,

et [1 - K(lxi) ;O‘(%‘ - ”“)”J‘] (1.12)
22

KXxQ::B@eXp<—2;%> (113)

a@”):eXp(_E&éigﬁi) (1.14)

Z OE 7 I)VIE MacArthur-Levins &S €TV EEIEN TV E T,

1.12 RAMELE
Al o DEMEZEZEZ DL, TOEE ¢ OHREEFRX (1 2) ZHWTUTROLS IR £,

dn n

W TEDEMEE T A = K(z) T, ZBEM o BHEBHLZL &, ZOEEOHEIIA (12) ZHWTLT
DEHI1Thn £,

dn’ 1in’+o¢(:c’—z)n
dt K(z')
W TRAFEIGEIZLATD X 51270 9,

(1.16)

/ _ . -
f@,e) = lim {n i ]

(1.17)

1.13  Fmiik

oo = |2 ;"””)L/_z

Oa(z' —x) 1 , 1 OlnK(2)

' =x
ox
1 —2,.2 2

= 5 |:—§0’K.T:|=—O’K$

o T, B ER 2 =0 FMET D, 2 IZBWVT,

C{@g@ﬂ] = 02 (1.18)
9 x=0

THE00 ZDORIBIMREZER. 51T,

b N |:82f(x/7$):| '=x=0

6.1'/2
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WMo T, o >0q DEEF, x=03ELHDBIRTH D, (0k < 0o D& ST LRE IRHEACIILE R )

2 2wonmEZEm

2.1 IRE
o 2UILIEZEM s = (z,y)"
o ZERAEFIIA TS (EASREIAR I3 512 1213 FARIRAE)

2.2 ZAEGE (invasion fitness)
23 EH
BABEISEIX LR TOGBEEELUT, MTOLSIZEHmINET.

WE R s (2S5 A SUMBPAER] ' ORAEISE f(s',s) : BROBER s b 5 7 5 K HOIARBELE n AT
BHERSRIE 7 1B & %, HBIL 2RI s QYRR
Thbb BRI s OEEHEEL ' L LT

, . 1 dn/
f(s',s) = nhgo[ s . (2.1)

RIS EEIZH DD TRTDSIZDOWVT f(s,8) =0TT. 72, f(s,s) ZHER s DFEFIZB T
HHEINEHIY & ARSI ENTEEXT,

24 WmEEHGEH (trait substitution sequence)
PEESEHES 1 R0 GE LR ZROTHPAEZEE £,

2.5 Jir4t (directional evolution)
DS EEMITE AR (DD WIZFHEREE) OALEO#EGE A B (fitness gradient) (ZHAHI L £3 (Fig.1) :

g(s) = ( zzg:g ) = Vg f(s,s) = ( %L%—z ) . (2.2)

oy’

HaEALOIARFEE I AT ORI & 0Bz 5 X 51 £ 9 (Dieckmann and Law, 1996) :

ds 1
= = 5h unVg(s). (2.3)
2T pldERERR (1 HEHZD), VIIEREROSBILNEITHITT:
Vi, V,
(v v ) )
HEALD RN EAEEFIZE ) 5 Lande DA Price HFREA LR U TITH, EI TR 7.



g(so) - Vs’f(soa So)

Figure 3: JEISE AN g(s). BHifxD mA LM s DALE, HEOIREPMRAHEINE f(s',s). HFWRHD g(s) TY.

2.6 LIRS
2.7 AR S (evolutionary singularity)

BRI E ZITE 5 & HRMHERD 0127 5 5 % EALIR 5 5 (evolutionarily singular point) & FFUFE . 97742
bbb, s PEMNRRETHD & &,
g=g(s) =0. (2.5)

2.8 EALHIR R S D 5
2.8.1 IPHRZEM (convergence stability)
HEALR RS S DAL R D&M i 72 31, § 2 IR ZE s (strongly convergence stable point) & IFFU & 9
(Leimar, 2009) :
Coo C, a[g(z)]T 99x QES) 99y f)
C<Cy, Cyz><5‘[g6(_)]T =\ ole ogle (26)
Oy s=8§ s=

Oy Oy

S

ORFEHA L [C+ CT] DEAMEAFETH. 20 C ik

3%f(s';s)  9%f(s,s)
_ oz'? ox'dy’
Vs’v;r’ f(s,8) = ( 92f(s',8) a2f(s/y,s) > (2.7)
oz’ dy’ dy’? s'—s—8§
. BZf(asly/S) 626f(65,7/5)
sts’ f(S,S) = 82f(s’,s) 62f(sl’},s) ( 2'8)
Oyoz’ oyoy’ s/—s—8§
EFRHOWVTUTOLSIZARTEET,
C = VsV f(8,8) + VsVy f(89). (2.9)

SRR ZE I, ALK (3) THEXOoNDBERMOENEZ, V REMTTHITHLRY 5| HFED L VD
MOWEEZRD X,



2.8.2 HEALIIZENE (evolutionarily stability)
AR AT 8 DSUL N DS % hii 72 31, § 2 HEALIYZE 5 (Maynard-Smith, 1982) & IFF UV E 3.

D =VyVy f(83) (2.10)
DEAEMNETE. 20541, EHRSICES & &2, FAMOBESEREALIFICZ>TWS Z 2iZxtt L
. 20 LADHAIRAM, 1 ONET 1 OBEDBE IS TT.
2.8.3 fHHEE AAEEME (mutual invasivility)
AR T 8 DL R D&M 2729 R, 8 Z M EAR AHE (Prout 1968) TH 5 L RELL £ 7.

M = V. VI f(53). (2.11)
DRNFED DAL & H 1 DOADEAEHZFD.

2.9 {51 L (evolutionary branching point)

s DEALINI A ZERNKRLERTHE L E (TROBUTD3IFZME22THZTL &), § 2SI A
DfEEf & B % 97 (Ito and Dieckmann, 2012, 2014).

o EALRF L |

g=g(8) =Vs f(s58) =0. (2.12)
o BRIUKZEY : 1 [C+ CT] OEAmARTA,
C=Vu.VE f(838) + VsVD f(5898). (2.13)

o AL RZEN : D D 1 DL LOEAMEAE,
D =V.Vl) f(53) (2.14)

o Al RALE D BB DI AEFAEN X, ZDRANTGHHEARL, D ORKEAHEDEA T bV IGHEIZ 3
bi—;—O

o INoDEMENTT AL DI RO AT BN O AL 2 k% (REES 2 9> E 5 2 3E
HEHEHEOPAMATIRGEHI N TOWEE A, LA U Geritz et al. (2016) (&, 5l i TEE O KB
PWET 560N 6 D SMiEl % Lande DX TIEBIIZERT 2 Z 12X 0. E DAV X
N5ZERIALE Uz, o THE S <Id DI DB IS ER D2 REES 5 & PRI N E
§, A e HEAFBOBMEREIZS VT, ELMDIEZ KRS B WEHMRIE RO > T EEA,

o M DEMIZ3IRTIULEDGELFEBETT I, £ TOBEMEPIEMDEZETHE S X, 3T
PETCRHELFHHINTVWERAD TR EDONMHAIPNBRETT,
2.10 SEAE : GESEAT T
2.11 AR EEET IV
ZITHLE M= ANTSOBREBEFETNAEEZET.

dn; 1 N
a =N, 1-— K(Sl) j:E . Oé(Sj - si)nj (215)
K(s;) = Ko ex sl (2.16)
i) — 0 p 20_% .
lsj —sil®
a(s; —si) = exp | ——5—— (2.17)

Z DE F )V MacArthur-Levins RS €TV EFIENTWE T,



212 RABEISE
Bl s DEMZ2EX L L, ZOHEEn OHEIEFAX (1 2) ZHVTUTOLIITRD 7.

dn n
%= %) (219

WoTXTDVMEEE n=K(s) TY. ZEMS PHBILL S, TOBEEOFHEIFNX (23) ZHVWTLUTOD
£y £9.

dn’ n + a(s’ —s)K(s)
= e
P> TRAFBEISEIFUTDO L D122 £7.
b 1dn’ L ' tals’—s)K(s)] . as'—s)K(s)
= [S] o[- ] o
213 ArEfk
g(s) = Vs f(s,s)=VInK(s)
_ Isl*
=V { 202, (s)
= 70;(25
o T, HAAWKRFRES=02FET 2. §I2B8VT,
C= VoVDfa3) + VoVl f(5.8) = VVTMK@):rka(é ?) (2.21)
TH BN S ZORIFHRIREZE . & 512,
D = Vy V5 f(33)
= —VVT(0) + VVTInK(8) + VIn K(8)VT In K (8)
= —VVTa(0)+VVTInK(s)
s (10
= [Ja20K2]< 0 1 )
WoT. o >0, DEE, S=0IFEMNDBRDBHTDH 5. (0 < 0o D& ZIFPORLE LI LE KL.)

3 2uGEE I B B AL IR & IR (KR E N 72)
3.1 ke

o 2UtIWEEM s = (z,y)T
ZEARIR S IF A TN (MBSO R 13 12 1 IE T IR T8)

IR DWER AL 2IRTCIER DA TIEPT 2 Z N TE, TOAMIIEZEM LT—E (BoRE
HIRF U TERDE U LA ED 5720 L),

b

=y

1

3.2 LD IR DM (B S
3.3 KE
LD AR DRI Z o v TIVIZHAT 572D TOIRERZEZ £,
o ERERDNAE X HIADOFHERZE 0,0 y HRDOEEEER A 0y O 2 ROTIERDAITHE S,
/I 2 /I 2
M 5) = — exp<}_vz 2’ W y)]) (3.0)

- 2 2
2mo,0y 2 lop ogy

o 0, ko, KD HMEL,



34 RAHESEEEDT 1 F-EH

RAEINERIEL f(s',8) PMERD s IZDWT f(s,8) =0 %Mz I 2S5 &, f(s',s)ids=0DFHD T
TOESIZTA F-BEATEET :

1
f(s';s) = glos+sTCéos+ §6sTD65 +0(c?)
= G207 + gy0y + [Crpxdx + Cpyxdy + Cyrydx + Cyyydy]
1
+3 [Dyr62® + 2Dy 638y + Dyydy?] + O(02) (3.2)

ZZTés=s —s. 7.

[6fé()s',,s)}
8- ( ‘Zi > - ( [6f<:'/,s>r'_m ) =V« f(0.0)

oy =z
*f(s's)  9°f(s'ss)
— Dys ny _ oz'? oz’ 0y’ _ T

D = ( D D ) B 3*f(s';s)  9%f(s',s) - VS'VS’ f(Oa 0)

zy vy oz Oy’ oy’2 o' —s—s

Cow C, Df(s's)  O(s's)

© - ( Coe Cuy ) -b ( i i ) = Vs V3 £(5,8) + VsV £(0,0). (33)

Y v Dy’ 990y / 5—s—s

O(@3) ix THEVWE W o2 LRBREOHE] L WOEKRT, ZOHAE3IKUEOETOEEEAET., (O(02)

DiEHENE Mimg, 0 0(03) /0 WEROEE %D L] TF.)
WX HM &y [ATEREROBEENEL < 0d K512, WHEZEMEZ p=o0y/0, 7217y HANZG E{HIE
UET, BAARMIZIE, FHEBEER

$ = @) =T (34)
ZFEALEYT, AN 4) »offonda=ty=py 2R (2) IZRAT B L, FHEERTOMGERMBNE
LbNnEd
FE.8) = f(@ o) (2, 0y)7)
= 9u0Z + pgy0y + [Coa@0Z + pCry20y + pCyz§oT + PQnyZﬁZﬂ
1
+5 [D2z0i% 4 20Dy 0267 + p> D,y 69°] + O(02) (3.5)

3.5 ELMDILDRME

I Ty AMDOEREROBIEDN X AL D BFELUSNEL, p=oy/o, DBIENPRESTH 0, BETH S
ERELET, 67 & 5y ODBBEIXENEN 040 0y = po, = 02 FREZRDT, X (5) BT B pChyddy +
pCyui0F + p*Cyy 0y & 20Dy 6307 + p? Dy 692 138 O(02) IWHEENTULEW, BAFO XD IZR 9 ¢

1
f(8,8) = g.0%+ Cppdd + §Dm(5:%2 + pgy 0y + O(c2) (3.6)

Shbb, FHEERIZET S g AL AMGERTEX pg, &0, JWE§ S DFSEIDEHDAL LD £
T, RiZp=00&Ed 2% 1 IRUPEEMEAL LT & E DML DR DOFRMEEFL LD 9 :

o & AFNZTHEALRI R TH 5 -
gs = 0. (3.7)

o I HFICPRZETH S ¢
Cre <0. (3.8)

o & SIANZDWILEIRBFES S ¢

10



Dyr >0 (3.9

—TJip>0D&FiE, v AMORRAEPENR T ZIHT 2D T, ZDIHIINITH U T x FHR D5 ik
RPFITEENBELR D D £ (Ito and Dieckmann, 2007), E4&RIZiE, X (7) & (8) ITMA T, BAFDZ%
A2 97 5, RAMEAREIZ B 2 B2 I AVERRE X 2V £ § (Ito and Dieckmann, 2014) :

o & S D53 WiALZER A § DA PRI U TH3 I

0:Dos _ 0D 5 (3.10)
pgy] oylgyl
BEALRERS 2, JPEBEREHOZERICS W TR EI DX T WEEZEE L2 PEEREHD Z & TT,
HBris= (0,007 X (7). 8). (10) %= THE, TDOMEIZH TN DERMEN =T FAPEFEIEL.
TNoRkE LT, vl EO#S (0,Ay)T ZHER L £3, TOMDE, EIKDEHRE O E 3, L5
FROMEICAIET 2 BB DEMIE, SR E > TIOMDITE SHE SN, I DML & TiE A 5 11T 4
LEd, K (9). (10), (12) A, BfiARNCORICFBARRDOSRMIZR D £,

3.6 EALIIEFRD M (— IG5

EOFITIE, REROBBA x e y HHTEHEUS RRGEEFXFE Uiz, ERBENAL (§4bb
p=oylo,=1) TH, BELERBL Yy HADEMIZELSHBTH D702 (5) PX (6) ICHH{LTE
% (gy, Coy, Cyz, Cyy, Dgy, Dyy METHNI W) GEEH D £, TOHEDEMNDEDOSEMAES, X (7).,
(8). (10) f’sii%%i?‘

T 51T, ERER OB GBI DL TR, B/MNIRD AP x, v ARICH > TWaRL TH, i
S XD ITEEREEEET 52T, X (7). (8), (10) Z#EHATEXT,

3.7 RE
. 2¥kfnfnﬁZE£§FaEJs:(w,y)T
o BRERDNTE 02, 02 & ZNENIA, B/NEEIHIZFF D HLWATII V O 2 WTTIEBATITHE S,

/ _ 1 71 Tyx7r—1
M(s',s) = 2V |exp < 255 \% 53) (3.11)
o NEVWHDEAIE 0. KEWHZ 02 LT 5,

3.8  EHPERERIZE T BN R
TV E2dAT S

03 0 T 2 T
V = R > |R" =0 RWWR
0 oy
1 0 1 0
W_(O Jy/oz>_(0 p)
R = ( e € ) (3.12)

ZZlTe, Le REAML L o DEANRT MV, s ZAFDLSITERT B LT, § IFLROH 0, D
FHEER L 5,

s = RWEs, (3.13)

Z 2T E XEEATHIT, FIREERDEDM E 2T S 5 72 DITETHWE T, FHEERICE T 2SR
B 1D, 223U TOXSIEETE 5,

g = <§) Ve [(8,8) =E"W'R"g =E"W'RTV, f(s,5)
Yy

-

11



3.9 HEAWDIEIROSM (— NG E
— IR AL D AR D ZMHER (14) D gD, C ¥ 0,0 0, ZHVTUTFO LS IR ENE T,

TEALHY 73 IR D S
R (14) 2B 20ETHE 2@ YIOERNZ L THRs AT D 458422 THZT251E, s 2@ 514l
B KR DTFAES 5.
1. BEISERED g HFHOBICE UL HETH S :
|gz‘ + ‘Cﬂcw‘ + |-D:1xz:‘
2. & HANZEANBETH S :
Gz = 0. (3.16)
3. 2 AANCINREZETH 5 - }
Cuz < 0. (3.17)
4. & SE D5 WALEIR DS ¢ F1A D 5 APE RIS U T4 iiny
9:Dz /5 (3.18)
‘gy‘

o HEZERIZELIDIEARDIFIE L, Z DOEMHIZ BT QMM EHERAIMMIE T 2546, [ OEFIZLL
HEALARES 12 B W T HFNI LN D IR IZ mh > THIRME L, NI EET 2 Z & PMEEI N E
T, BAERETIR2VEEOREEHHEIICEWTH, 95% EOMERTHEBIZHEAK DI % LU
B BEAEMIZTED D & T £ 9 (Ito and Dieckmann, 2014),

310  EALAY SRR D S (— MR35 & Dt % iR)

LD (1518) 2TES7Z 729 &5 IZHETH E 2 @YNTEIDIZIT > Zo5HEAZ LR nEd, %
ZT, FHHEERIZE W T BALERDS R KIZA HFIC & D272 K5I E 23R8 VWS ONBET X
RO HTT, Zhd (D IEHBTHIZRDOT) D ASSHATHICARS &SI E 2B LICHEL 7.
T, o, BUEGHEO L X 1 BHOEMD O(0,) DBIEE £S5 TV WRK S DT, FAlk = O(o,)
DRODIZ < Jo, Z2MlioTWET, TNo %KM BB EFRDOSRMAEIA T DL SI1220 £,
RRERDILNHATII V DEAEZRE VTN S 02,00 £ L, TNODEART ML E e, e, LT

1
W(O g_oy> , R:(ez ey). (3.19)

Oz

512, WIRTVL VI f(s,s) RW DEEMEZ KE VDS Dipags Dinin £ Uy TS DEERT MV vias,
Vinin ZFAWVTE = (Vinaz, Vinin) £33 %, ZD& &

g = ( Iz ) =ETWTRTV, f(s,s),
9y
]:v) = l\?zz Pmy — Dmaz 0
Dyy  Dyy 0 Dmin )’
é = ( qu gly ) — ( D'rgaz DO ) + ETWTRTVSVg;f(S’ S)RWE ( 320)
yr vy min

ZHWTHEL D BRRD A2 AN D & 5 IZIBR L £9,

HEALFI 3 AR D S (5 S50

12



s DATRD 422 THZT2 51K, s 285 ELMDEIRPEFEET 5.
1. ESEREBD g HFROBcE LUK TH S
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