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1.3 EAMEE (invasion fitness)
131 E%
BRABEREIIUTO LS IZERZINE T (Metz et al., 1996),

PRI o (TN B AR o DARAEISE f (2, ) : LD AR 2 %> & 70 2 S O AFEE L n AN E 4
BB nllhde &, HBURLLEM o OMIHEINE,
TROBERM o OEEREEE n & LT

o) [ L

[ 1) BAERITEEEEIZH DD T, (FRED 2 IZDWT f(r,z) = 02723 NE T, f(o/, o) XL 2
DFAETIZEI 5, WEHZEROLEONEDERE o DRAMNEE25 2 5DT, IHFAER 2 OFETICHBIT
AESER] 252 %3, ZOMBERMEORIL 2 ITEKFELTETAI s, 2LV eddh £7,

(i 2] 22 TIHIRL T SOOI AMEIGEZ AR L TWE T, RAEIGEDARLKDE
RITF KV T 77 78T Metzet al,, 1992, 1996), #t > TEAERASEALRERIZ R K TH BREEE R —E
EIZZR > TOWINIERAERNEZED Z LB TEET,

1.3.2 JPEEE#EE (trait substitution sequence)

WBLU 2R ORABEISENETHE L E (f(2/,z) >0), TOLRRIFERIZAFRRTT, RALE
28 AL IAE A BE AR 2 08 U TP AR 2 BE U, ZBREIDSIROSEELRBOE AR & 725 Z L %W TT (Fig.1),
FEnl7aig&cid, ZRMEW AP L 20, HITHML 720, BERZ IR ebH 0 9, LR
DIRADKEDIRIND Z LI & 2 HERIDZER % trait substitution sequence & IFUNE T (Metz et al. 1996), Z

D Tld DEEEREHE ] CIFRZ T UXT,

(a) (b)
n ';U n'
b1
n / =
§ f(l‘ ,Jf) ,953*
£ , 5
oL
0 20 @ 0
Tz 2
2,
<
Trait x Trait z

Figure 1: JEE &E#uE S (trait substitution sequence)

1.4 Jir#4L (directional evolution)
B EHEHIZ X AEM O A ki, B4R O A E O IGE AR (fitness gradient)

g(x) = [aj;fjl) ]_ (1.2)

BT B LRI N E T (Fig2), AMEMOHIFHE XM TORIT & 0 EMIIZE 2 5 1 £ 3 (Dieckmann

and Law, 1996) :

dx 1 .
i iucfﬁng(x). (1.3)
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Figure 2: Ji[Al#Efb

1.5 /LR AT
1.5.1 E{bRURFEM: (evolutionary singularity)
FTFMEEIR DY 0 12 72 % 5% AL IR; 2 54 (evolutionarily singular point) & FEONE 3 (Metz et al., 1996), $ 725,
Mo =x DENRRETHE L &,
g(z*) =0. (1.4)
1.5.2  #EALRRE R D538
1.5.3 UUHZZE M (convergence stability)
AL SR o DA R D&M & i 72 7, o* 2 PURZE 5 (Eshel, 1983) & IFU £ T,

C(z*) = [898(;)}14* <. (1.5)

Thbb, o<a* DL Ega) >0, 2> DEE g(x) <0 LBRBDT, EFPHEITHDMY sl 2* IZHD >
THIAE UK £, £/ 20 Ca*) &

o 0?f(a', ) 0?f(a', )
C(:E )_ |: 856/2 :|:c’_x_:n* + |: 81'/81' :|:c’_x_:n* (]6)

&b 9 (EHiiE Appendix 1.A),

1.5.4 XE/LHZE M ((local) evolutionarily stability)

LR R o DA N ORMEZ 72T, o* % (RATI7Z) E/LRZEE ;X (Maynard Smith and Price, 1973) &
PO EY - ,
. I*f(@', x)
D(z*) = [WL/_ME* <0. (1.7)

ZDFMIE, BHA 2* 1ITED & E1T, FMHOBESEHER IR > T0WE Z IS L&Y, 20 D(z*)
MIEDBEEREOHILICHIBL £ 3,



1.5.5 FHEAR AT EEM: (mutual invasivility)
AR B o DIPA T DS % i 7- 0. o* 2 HAR ATEE (Prout, 1968) TH S & RHEH L £7 :

o 0?f(a', )
M (z*), D(z*),C(2*) 1z =M (2*) = D(z*) — C(z*) DRz W~ L £7,

1.6 (k45 1 (evolutionary branching point)
M DPLARD 3 D052 & &, o IFEL D BT & IFEN £ 9 (Metz et al., 1996; Geritz et al., 1997),

i. EARRSTH S -
g(x*) =0 (1.9)
ii. PURZEMETHS :
Clz*) <0 (1.10)
iti. ELRIZALENETH S ¢
D(z*)>0 (L.11)

o HELMDBRLDALILIZHIL (B2 W 1 IR ORBEIE) OEFDD 2 L, ZTOEFIZFAELRIC & -
THEALM DI RIZEE L, ARUBWRD 3T 2 ToMbERZ 21k £,

° _mb@%ﬁto)%m IR ERERENEL T, EREBEDFH TR WD R A6 HE %
FOGEBIZHEENTH D Z P4 RBIEFHEIZ L > THEIrO SNT WS,
1.7 #mp: BREERET L
1.7.1 fEEHEERE
UTFDE5H8 b =Y 5 VT SOBHEEFETINVEEZET,

dn; > alwy — @iy
= l1— KO0 , (1.12)
a;
K(z;) = Koexp < 20;{) , (1.13)
( _551)2
a(z;) = exp ( T2z (1.14)
ZDRA TDETIVIE MacArthur-Levins B €TV RN T VX T,
1.7.2 RAHELE
By OEMEZEZEZD L. ZTOEE » OFEIZX (1.12) 2HWT
dn
= { - z)] (1.15)
ERDET, Mo TEDVEHEEEIZAL = K(x) &R0 FT, BEM Y BB LEZEE, ZOEEOHEITA
(1.12) ZHWT
dn’ n 4+ oz —x)n
—=n {1 X&) ] (1.16)



LD ET, o TRABGEZATDOL 51240 £9 ¢

e = [
fahe) = lim, [n at ]
—  im [1 _n' +a(a’ —2)K(z)
n’—0 K(ZL'/)
_ o, a@ —2)K(2)
Sy et (1.17)
1.7.3  JiriEAb &Ly
B o OREIZS T DEGEABUIATDO X 5123 £ ¢
_ [9f@@,2)
g(l'> - |: oz :|z/_m
L da(z' —z) 1 1 OK(2)
- K(:L') [ ox' K(:EI) a(x z)K(ZCI)Q ox’ :| .
_ da(a' —2) 1 1 9lnK(z)
= —K@ [ ox' K(x') al@’ —z) (') O I
_ dnK(2)
B dz
S S
= o { 20%50 } = U%(:c. (1.18)
Mo T, EMMWFER 2 =0 FELE T, 28 ITBVT,
o _ |99(x) _ 1
Ca*) = { o L_I* -7 (1.19)
LRBDT, TORIFPCRLZENTT, 51T,
) 0%f (', x)
D(z ) = |: ax/Q :|$/_Z_w*
o 0 [da(z) —2) 1 1 OlnK(2)
- K(SC) |:a$/ |: 830’ K(ZEI) Oé(.CC z)K(,CEI) 830’ :|:| R
B Palx —z) 1 , 1 ?InK(z2)
= K@ { Ox'"? K(z') afe’ = z)K(ac’) Oz L .
_ 0?a(z") n 0?In K (z')
B 630’2 x’'=0 630’2 x’'=0
_ L1
-0 ok
HoT, o >0, DEE, z* =0 IFEDINTT. (0x < 0 D& FFPORZERHELE R, )
1.8 Appendix 1.A
ZITIE FEOEER T IZOWTUTORAGRAEY IO Z 2 EH U ET !
. 82 /, 82 /7
C(3) = {%] + {%] - (1.20)
FTRABECELZ 2 =2 12BVWTTAI—EALET (3R EOHEIFMHEL £9) :
f@hx) = fmld = 3]+ folr — 3]
+%fmm[z’ — &* + fimle' — 2]z — 2] + %frr[z — )% (1.21)
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oz’
jam{g%ggﬂ}, K ﬂmzwgg%%ﬂyﬁpf ﬁw[féggﬁ}l K (1.22)
flz,z) = 0 DFIZHR D LD D TR (1.7) 1HERED 2 1IZDOWTA T ORGRZ M- T HERH O £7 -
fa) = U+ Sl = 3]+ o + 2fom + fulle — 32 =0, (123
W-oT
fm+fr =0,
fom +2fim+ fr = 0 (1.24)

WESNET, ZNSORZ[H->TR(1.21) DEREHEZL TD LIS IZEFRLET (BEERIZTEH-DIZ v =2"—=
EA):

fomld' = 2] = fwléx+2 - 3],
fT['T_‘%] = _fm[x_'i']’
%hmwh4f = %m@w+x—fﬁz%ﬂmﬁﬁ+ﬁmp—@w+%hmu—ﬂ%
frm[xlfi][xfi] = frm[xfi”aszx*i]:frm[xfi](strfrm[z*j]Q;
%fmr[l'*j]2 = *%fmm[z*jpffrm[x*i']? (125)

INS6DRZXN (2D ICRATHEUTOREZEET -
f ) :(MMwéﬁmM3+ﬁmh—ﬂM+ﬁmh—ﬂM
= ﬁ@ﬂ{mm+ﬂﬂh—ﬁﬁ+%ﬁmh2
= fnle’ =)+ U + fonlle = 2’ = 2] + 3 fmle’ — 3P (1.26)

WoT, g(z) & C@) BUATOLSIZRBTEET :

o) = [ ft oot Folle = )
cz) = {8g£f)]l_i[ﬁmm%jhn][Qi%ggffl}/_z_ia[éigggéfl}/_l_i. (1.27)

2 2TIpE el

2.1 s

B D AEYEACIZH S 2 SR T DI E L THEIT L TWB 8 E X 5N DT, JEAL XL 22 I o Bl G %
ZRTTILEZREMNCHEE T 5 Z L IZEETY, HrEliE 1 oTD5E 0 BRRIENTRETT, LA UL
ADIEIE L IRTDEE L D BENICEMIZ 22D T, REREIZHAPHTT, 3Tl LOBEZERIZEIT S
HEACEIRR X, WL EENEREH L < R5D T, SHBRLIEESDHGROBREFEHIZEWTIE, Z 2T
FT D 2RI E RN B 1) 2 EACK D IE DI 72 4% 8 2 H > T 2GR I E T,

2.2 e
o 2UITIEZEM s = (z,y)T

o ZHRZASFIA T/ (ARSI RE IR (2 IZIT AR R)



2.3 FA#EGE (invasion fitness)
231 T
RAEISEIEX LIRTDOGE L ABRIZATD L S IEHZINET.

WA (2K 25 R AR & DA AHISEE f(s',s) © BB OB AR § /5 7 B R O IERBEREE n HOF
WIERBEE A 12h 5 &%, B LRLRY s OUIRINE.
Thb bR s OIEEBEE% ' & LT

P 1 dn/
9= i G| e

AR PEBEEICHDDTRTDSIZDWVWT f(s,8) =0TT. £7z, f(s',s) ZHER s DFEETIZB T
LN EHE E AT N TEET,

232 JEEE#HES (trait substitution sequence)
WEEHEES 1 DOtOGAE LU RO THHEZEZ £,

2.4 JiAt (directional evolution)
B AERL (2 WX ERBR) O E O MG E 4B (fitness gradient) (Fig.1) %

s (S) Bfés//s)
g(s) = < a,(s) ) = Vg f(s,s) ol | 2.2)
ERU X7, ARELDOWIFEHE X canonical equation (2 & DEBIHYIZ G- X 541 F 3 (Dieckmann and Law, 1996) :
ds 1 .
i iﬂan(s). (2.3)
T pldBRERE (1 HEHZD), VIFERLROILSEAITHITT:
\% \%
(v 3%)

ZITRIDV ZERITHLIFRZ LI L £, BHREIZEIZE T S Lande DA Price ARERITUTWET
MW, TS DRIZB T D VITHIET 2175 IXEF DRI BIL D # 2 5 X 21741 T,

f(s'.5°)

g(s’) = Vy f(s°,5")

Figure 3: JEISE AN g(s). BifxD s EM s DALE, HEOIREPMRAHEINE f(s',s). HFWRHD g(s) TY.



2.5 ALY ER AT
2.5.1 (LYK EE (evolutionary singularity)
B AERIS 2 ZITfE 5 & A MMEEIR D < 72 5 i %2 #ALAYRE 2 L (evolutionarily singular point) & FFONE§. 9772
bbb, ms* PEANRFERTHS L &,

g(s*) = 0. 2.5)
252 ERR LD E
2.5.3 IPURZEM (convergence stability)

LR AR s* DSBLF D5 &2 i 72 T, s* 2 BINR AL E < (strongly convergence stable point) & FFONE ¢
(Leimar, 2009) : s* (235 1F 2 AJfd&/64741] C(s*) DXFFHS L [C(s*) + C(s*)T] DEATEA 2 THA.

HRZEALITH] C(s) BATD L S ITERSINE S ¢

g(s)]” 9gs(s)  Dgy(s
C(s) = Craz(s) Cyyls) _ [ga(z)]T _ gaz( ) gagg ) 06
Cya(s)  Cyyls) 2lg() 2icle)  ogyls) |- :

SRINRZE I, AFEADK 23) THEA SN RIIOENZ, V BEMTHITH LR 5| S HED LD
MWEEZRS 9,

2.5.4 HEALIIZEYE (evolutionarily stability)
LR R A s* DA N D&M 2 72 I, s* 2 #{LAZLE /R (Maynard-Smith, 1982) &£ § 1 s* (IZ8B1T 5

XFT4 D(s*) DEAED S TIE,
D(s) R TFO LS ITEEINE T :

2f(s's)  O’f(s'.8)

_ ox'? oz’ dy’

D(S) = ( 62f:(bs/,s) 62;(525) ) . (27)
oz’ Oy’ oy’2 s'—s

DM, BHID s ITED & EIT, FFOESEHERIIZIZ B> T0WS Z /G LET. 2223 HD
LaEat, 1 2AET I OWEOEA RN TT. ZOMMRTIED(s) 2 TMMYTF4H) EIERZ L IZLET,
2.6 AL A (candidate evolutionary branching point)

mos* BEACMIC A ZERINRLZERTHE L E (THROLLUTDO3FME22THZT L &), s* 2L
O e & IO E 9 (Tto and Dieckmann, 2012, 2014).

i HEALRRE RN IR E AR g(s*) =0
ii. IR ENE - AREATFIONFRES L [C(s*) + C(s*)T| DEFMEALTH
iii. ELAARZZEN  [MN75] D(s*) D 1 DM EOREAHEANIE

o TR AAE D MR O ML A RIS, % DEASFERL, D(s*) DBAFEBOFEGNS N LRI
DT B LS NET,

o IO DEMENTT AL DI RO AT BN DAL 2 Ik % (REES 2 9> E 5 2 3E
HEHEHEOPAMATIFGEHI N TWERE A, LA U Geritz et al. (2016) (&, 5l i TEE O LB
WIAET DGO TN S DS L% Lande DA TIEBIIZER T 25 Z LIk b, EI AN X
NB5Z LU E Uiz, /o TH T o I LD IR DA UL DL 2 fREES 5 & PRI N E
§, A e HEAFBOBMEREIZS VT, ELMDIEZ KRS B WEHHRIER 2> T EEA,

o M DEMIZ3IRTIULEDGELFEBTT I, £ TOBEMEPEMDEZETHE S X, 3%t
PETCRHELFHHINTVWERAD CEMEEEDONMHAIPNBRETT,



2.7 EAE  BEESETIL
271 fEEEEEE T
1 RSB R O ARG T L0 N ="+ LT I OEEHAHTETIVE 2WRTIZHELE T :

dn; > als; = si)n
a ll - K () ’ (2.8)
||
Kx&)zqﬁmp<202), 2.9)
K
|s; —sil?
as; —s;) =exp | — 52 ) (2.10)

2.7.2 BAHELE
Bl DEMEZEZD L, TOEE n OFEIT

dn n
En[lK(s)} 2.11)

LIgBDT, TOVMEELIZA=K(s) TY. LR PHBILLLE, TOHEEOFHREIR

dn/ n' + a(s’ —s)K(s)
LU [1 - @.12)
LD ET, o TR ABEIGE X
, ) 1 dn L n'+as’—s)K(s)] _ . a(s’—s)K(s)
f(s'8) = nh?o[ / dt] =% [1 K() =TT RE) @1
LD £Y,
273 JimEAl & AL I
AR s DALEIZ BT D EISEARIZATD L 512730 £9 :
g(s) = Vgf(s,s)=VInK(s)
o[ s
20’K
- ,%_ (2.14)
e
o T, EAMWFRRAs* =0MFELF T, s* IZBVT,
99z (s) Ogy(s) 1 1 0
Cs) = | 29%, o7, S ( ) 2.15)
. ( Tl )_ %\ 0 1
BOT, ZORIFBPORLZER T, T HIT,
Tl ol
D(s) = <67@@ Wﬂﬂ@)
amlay/ ay/2 s/—s—s

“lmallh)

HoT, o >0, DEE, 85 =0 XN DI EDERTT. (g < 00 D& EFPERZE R EALIZEE £.)

10



3 2WGTEZEMNT B B AL IR & 43 I A

— i DG G DHELI IR & 2 IR D S F I3 MR DT, Z 2 TIRERELROBIP AMIZ L > TELL
BB Z 2Tk o THEU DM IERR L DIEFEIROFMFDOAZFHL 9 (—HDEAIT DWW T Ito and
Dieckmann (2014)),

31 ik
o 2UtIWEEM s = (z,y)T
o ERISTIZAC/AINERL (RRSOTIAS 135 12 12 IS AR AE)
o%ﬁfﬂ(%%%i®%ﬁﬁﬁﬂ)v<€% &y)m%ggﬁifeﬁ
Xy Yy

o
RS

RERDILD AT DN AT TH 56

Jg 0
V = ( 0 0_5 > (3.1)
(0, <oy) DEDIZREBGE, Thbb, v AL y HRAIOEREROBIE (B¥ERAE) o, & oy THX
SNBIGEITIE, WEZERIZEI 5 5 s PN SIEARIZEENERMIIUTO L1244 £9,

3.2
ZEATHIH

HEALII D ISR DS (ZRFRATAIDINAITHITH 5356)

s IZBITBEEGHNA B THEZON, MsPUTD4AEME22TH-ITHoIX, s 285 HELNSIE
RDFIET 5.
i ESERERD y FROBIZE LK TH S -
Z_Z[‘gy(s)‘ + |Cay(s)[ + |Cya(s)| + [Day(s)]] + Z—%[\ny(s)\ + [Dyy(s)]] O(0) (3.2)
= 0(o, .
192(8)| + |Caa(8)] + [Daa(s)
ii. z AMICENRRTH S ¢
gz(s) = 0. (3.3)
iti. z AFAICIREZETH S -
Crz(s) < 0. (3.4)
iv. © AREIDODMALEIRD ¢ A0 A EMEEFIC S UTHa iy
2
03 Daa(8) > 2 (3.5)
oylgy(s)|

(A2 1]0(0,) 1 TEWE W o, LRREDORE] &\ S EKT, O(o,) DEH MNimy, 0 O0(0,) /0, D3H
ROEE 45 Z 8] T, &G 2BUEMIZKK S 55813 X O0(0,) & o, EL TV,

[ 2] ZRERDODAPIER DA TH X 505 BB ERIHER D BRRDAEE U, T D52 RO
MAFEEMANE T 256, [ OEMITHRAEIRIIT B\ T HGHICEAR 2 AR D > T AR L,
AL DI 2 AL 5 2 & ) DMEEEE 2 E J (Ito and Dieckmann, 2014), fx /LRI & 13, WEEHGESE O &
BRI WTHRHEI DR T VEREZE L PEEBEHEHO Z & TF, bR iR wBs oEE
BUHBIZB\WTH, 95%LA EOMERTEBIZHEAN DI EZE L 5 2 EABUERIZHE,rO SN TWET (IEHEY
& BB ERERDIZOVWT S, W2 E DIZDWTIHEZRFA) (Ito and Dieckmann, 2014),

11



3.3 ZEATHIBH AT TR WG E
BEITHEUTO LS MAL £
vV = E<U§‘ 0 )ET
0 a%, ’
E = (ex ey ). (3.6)

ZZTex ey LRENTNEAM oY & of ITHIETBEERZ MLVTHY, I TRE—HMEELS Z LM
oy <ox &mbEoilex ey ZERBDELET, TNODREART MVARIOERDHBN, ox &
oy THZONET, ex L ey AN X filie YEIZEAT S L, &% DT MOHESENR, ARCZEL, M
MEZLLRDOESICRTIENTEET,

i FE AT
gx(s) = ekg(s),
gv(s) = eygls), 3.7
B2
Cxx(s) = eﬁC(s)ex,
Cxy(s) = e%C(s)ey,
Cyx(s) = elC(s)ex,
Cyy(s) = elC(s)ey, (3.8)
MM
Dxx(s) ekD(s)ey,
Dxy(s) = e%kD(s)ey,
Dyy(s) = elD(s)ey. (3.9)
HEALHY 73 ISR D S

WS IZBITPERGHNA 3.6) THAON., mMsDEAND4&M2RTHZTROIX. s Z@DAEMK L
TRIFAES 5.

i ECEREBAY HROZEMIZE L SHETH S ¢

gy ()| + [Cxy (s)| + |Cyx (s)| + [Dxv (s)]] + %[\Oyy(SN + [Dyvy (s)]]
lgx (s)| +[Cxx(s)| + [Dxx(s)]

=O(ox) (3.10)

ii. X AANCEANRRETH S -
gx(s) =0. (3.11)

iii. X AMICIREZETH S :
Cxx(s) <O. (3.12)

iv. X ArODKAGERDY Hr oA MEEFIZE U T3y

7% Dxx(s) > V2.

3.13
vy ()] G-

3.4 ELR DI FIE D S

HEALPI D ISR ML 2 TR ZE RN B\ THE(LENRE 2 BUEEH R 9 % & SBEAVELR 22 IR IZ B S DT
2 Z 256D 0 £9, FITEMNDERIZOVWTH, BEHAZORICEET AT ARV E Z 5550
HYVES, TREZETED EAKDBBE L0072 FHT 570 DIED, ELH DR TS, B
ik, EROEHDBHERDOZMEDHE 1, B2RM2RE, FARMEZDLEXZHDIZRD XY,
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HEAL Y 43 I RISk D S8
HsDHUTD 2522 THZTR5I1E. s 2E&OHEAMN D IRMEEDIZET 5.
i gx W WIEEIE s DEL I & BIAUZPRZE 72 FET 5 ¢

Cxx <0. (3.14)

ii. X J3E D5 WrALE IR AT A MEEHU S U Ty

2D
IX XX > 2 (3.15)

V20%9% + 0397

[f2) CE n DEIFHARIZIGUTHEWRITET, n=12TF5%, gy =0D & ZITHE/DEARDE 4 5
A CIZRD ES, 72720, n=17BEFHEIZB T 2 EEMDIEDOFHl . U TIXESFIEE 2 A7 H
5 DT, TIto and Dieckmann (2012) Tid n=1/5 2> TV £ T,

3.5 EAA
351 ZEATH
BRI %
g2 0
V:( i ) (3.16)
(0x < oy) EUET, WARERTHNGEDOT, Z0HEDEMKDEHRRDFMIZX (3.2)-3.5) 12740 £,

3.5.2 fEKREENRE
U050 b h="3 VT SOEEBHETIVEEZFT:

dn; > alwy — @iy
dt i [1 - exp(By: ) K (z;) ’ @17
7
K(z;) = Koexp (—20%() ; (3.18)
2
alx;) = exp (—(%2%1)) . (3.19)
353 FEAEIGE
Bl s DEMEZEZ D L. TOEE s OFEIX
dn n
a " [1 - exp(ﬂy)K(z)} .20

LHEDET, o TEDOTMEEIE A = exp(fy)K (x) £ 0 T, ZEM s AHB UL &, ZOEEDH
feI%

dn’ o {1 ' toal@ - z)n] 321)

dr exp(By’) K (')
D FET, WMo TRAMGEIZLAFDOLSITHD £ ¢
, . 1 dn’
f&s) = [l [;ﬂ
— lm [1 ' +a(@ — 1) exp(ﬂy)K(x)]
n'=0 exp(By’) K (')
oz’ — z) exp(By) K ()

- 1_ . 3.22
! exp(By’) K (z') ©22)

13



3.5.4 Sl & AR I
WA o OMLEIZE T DBISEARIFATD & 512720 9 ¢

- Klx da(z' —x) 1 exp(By) Cold — 1 1 9lnK(2') exp(By)

N K(x) [ ox' K(a') exp(By’) ( )K ') 0x  exp(BY)]e_q
_ O0lnK(x)

N Ox

o 1 . 1
- 5 e e
9(s) = {afg;;“”} = {a(ﬁexpi;;ﬁﬁ§§§lighp>exp(ﬂy’nﬂ =B (3:23)

o, Efle =013 o AANTHELIRER, T4bb g,((0,9)7) =0 &2 0, LR IR D St (i) % 7=
LT, s=(0,y)T KB 3 MIEEDARELL MMERMTOL S 1240 £7 :

1
Cru(s) = T o2 Czy(s) = O,Cym(s) = O,ny(s) =0
K
0%f(s',s 1 1
Dyo(s) = [ 8(x’2 )} / == g,Dw(s) =0, Dyy(s) = 0. (3.24)

ﬁof\%ﬁ%D@EEHOZEé@T‘s:myﬁdﬁﬁ%ﬂéﬁtbi?oik\@4$:45%<okt
0. & Gii) B U E T, &M Gv) 1

2 2
%3 Deals) - s {35 —-—%;] > V2. (3.25)
oylgy(s)] OyP 94 Ok

YD ET, Thbb, ZORERMESNEEEITIE. ¢ =0 PELMARE 20 £ 5,

4 2GR EERIC BB 1 IRoT IR

HBL A7 28 B AN AR I HlR S N B G E OB A TS 5 Aikix 22050 £3, 1 DHIK, HlRHHR
ENRTA=RERUT, TONRTA—R%E L IRTWEEME A UTHNTT 2 4. 2 D8I, filfdhiRz
h(s) =0 ERILU T, BHFRITIR D @ISR T D W THENTT 5 /515 T (Ito and Sasaki, 2016), 1 DHIiE, /35
A—=RFRUBIT VIR EEMICB 2L HA RO T, ZZTIEH2DOHDAEIZODWTHHRL ET,

4.1 e
o 2UILTIIEM s = (2,4)"
o JHRZEFIRA T/ANBIEE (IAPRSRTIAE I3 1T 1212 TAGRAE)
o HBIATHEAZE RANX IR h(s) = 0 IS W TN

4.2 IR0 S EISE AR, AR, [
e, TNETOHEAL LS, Hl2EE L 2WGE OMISEAR, AR, MMEZFO X 5I12E

LET:
of(s’,s)
g(s) = ( gzgzg ) =V f(s,8) = ( afé()g’,,s) ) 3 .

ox’

dg(s)]” dgs(s)  Ogy(s
ct = (G Corte)) poe el DO e Tl 1
Cyz(s) Cyy(s) % gar_y(s) gay—y(S) '
PI(s) P s)
D(S) — DII(S) Dﬂﬂy(s) —_ 8;’25 Bm’gy’s (4.1)
Dyi(s)  Dyy(s) 2f(s's)  9%f(s's) : :
oz’ 0y’ dy’? s/=



T 51T, HFYHIERDOERR n(s) L HEifR e(s) ZBATD L SIZRLET ¢

ns) = (Zﬁ3>|§%3r
Oh(s)
Vh(s) = (6}2%) )
ofs) = (Zgi)z(%ﬁg). (42)

BLEFRE 2 i T, SRR S @IS E AN, AR, MOEZLTOL SRS I ENTEXT,
o AN :

gn(s) = e(s)"g(s) (4.3)
o HEZAL :
Ch(s) = e(s)"C(s)e(s) + g(s)"q(s) (4.4)
o MIME :
Dy(s) = e(s)"D(s)e(s) + g(s)" q(s) 4.5

R M q(s) 1FERR n(s) (T TH D, ZORIDVHIRMFROMEZ 52 £9, BARMIZIZTORTE X
SNEd :
~ e(s)TVVTh(s)e(s)
q(S) - = |Vh(S)| n(s). (4.6)
q(s) FEAD L ZEFNTWE S, Bl RO dh A R E O ABIZALP MM E IG5 X 23513 g(s) T q(s)
WEAET,

4.3 dlRhkR i S HrdEfb (directional evolution)

HlFY AR O LR OB AR s (2B 1T 2 AREDIHAEEEIZPA T ORIT & VIEREIC S 2 5 £ F (Dieckmann
and Law, 1996) :

ds 1

= = Shou(s)ign(s)e(s). .7

4.4 HFIHhER_E O HEALIRE R AR
L IRTCIPEZEMN B 1T 2 ik L[R2 72 0 9,

4.4.1 LR EME (evolutionary singularity)

il AR B D L s* 3
gn(s*) =0 (4.8)
Zii72 9 oo d, T O RIR R L OMER R L IF O E T,

4.4.2 ECHRR D
4.43 WK% EM: (convergence stability)

I HRR L O RS s* DA N OS2 2 T, s* 2R LODRZER N E T,
Ch(s*) < 0. (4.9)

4.4.4 L2 E M ((local) evolutionarily stability)

HIRIHRAR O AR R s* DU R OS2 72 T, s* ZHIREhER Lo (FRTZR) ERRLE R L O
ij_o

Dp(s*) < 0. (4.10)
ZD&MIE, B s* IT/E 2 & ET, HIREhERIN VO B B OIS E AT 2> TWnD Z ITxn L £
T, 20 Dy(s*) NEDBE EAMOHILIT TG L £ 5

15



4.5 filkehiR E oI5 1L 5T (evolutionary branching point)
HIRIEAR LD s* AT D 3 D029 & &, o XHIFIHIER EOELI DI L N £ T,

i. HRIHRR EO LR RS TH S -
gn(s*) =0 (4.11)
i, FHHRR L OPURZE R TH S ¢
Cn(s™) <0 (4.12)
iii. HlFYHhAR OB AL ERTH 5
Dp(s*) >0 (4.13)
4.6 EHG : BFEESETIL
4.6.1 YRR
il HhR &
h(s) =y — ng =0 (4.14)

ELET, RO ED s I

of

31 B iEAEn(s) LR e(s) IFATRD XS24 £9 ¢

e > - Vi) - T ( h >

ex(s) \ _ [ () ):;( 1 )
ey(s) ) ( —na(s) 77\ ar )’ (4.15)
4.6.2 fEAZE)TE

AL D BHAROBEAME R CET NV EZEXET :

n(s)

dn; Zjvzl alz; —z;)n,
a [1 T ewBrK@) |’ @10
2
K(z;) = Koexp < ;i > , (4.17)
Ok
)2
alx;) = exp (—(%2%1)) . (4.18)
4.6.3 (2 A G
ICINLIiAEe
f(sys) = 1- D epFyK ) (4.19)

exp(By’') K (')

LY ET,

4.6.4 JirlEAL & ALK 22 I
HISEARZLTOLSICELDET:

gls) = ( f}zg:g ) - ( —C,B%Kw ) (4.20)



R HRAR 1270 S 86 A I
gn(s) = e(s) g(s) = 7( 1 ax ) ( Tk )

a?x? 4+ 1 B8
af — é
= Tt (4.21)
D ET, /oTa=0, MbHais* =(0,0)T AHFIHHFR LOEMRE L TT, ms* = (0,007 2B i

JEEE D B BLZEAL & M1 1

o - (FoE 0
D(s*) = ( 0 0 ) , (4.22)
Y0, e(s). g(s*). q(s*) BUAFDO XS 12%0 T
. 1
e(s*) = <0>
g(s") = (2)
als) = S (423)

o T, HFYHIERICIO S AERZ M E MIMEEATRD L 5124 9 :

Cu(s*) = e(s")"C(s")e(s") +g(s")"als")
1
= 70__2 + a/Ba
Dy(s*) = e(s")"D(s")e(s*) +g(s") als")
= % - LQ T ap. (4.24)
o2  o%

s* N Ch(s*) < 022D Dy(s*) > 0 &7z 972 51X Z O sUE R HFR EOEAL AR TS, 2o DARER

"o
111 1 1
E [g — g:| < a < E (4.25)
nEonEd (—MiEEEL> 224 >0 2KE), HIRHHRD s* = (0,007 1B 2HENZ OREE
AT 51, s* IXHIFRTEAR EOEMM IR L 2 £9, @E O 1 G EEMOEAF ORER & 8 b,
00 >0 DHEIZH, HRZBEYNEIE ERFBARPFET D, EWVWIRERIZR->TWET,

5 EBAE2WITIHEZERM

INE T, BRIV IZFEMs ITL 6T —FEMNRELTEE Uiz, T I TIFERITFIDEERIZHIFEL T
AT 2 EREL. INEk V(s) ERUE T, T OMREMIZHAEOMBNT I IZEARRITHEL AN, i
L 73 I D FRAT I IR L i@‘ ZZ T, EHT B s DEIZBEWTREARMIZ ﬁﬁﬁﬂf)’*%é’_ wHED

IR RS L 97, BB OBERIZEWT, BRITH—E &2 ]E L 72 2Rt REZ/IC B 1T 5L
ﬁﬂ&'ﬁ DR, DSBS 2 #EHT 22N TEET, HHT MM s BEITFIVBIIC—EL RS
& D e FERE R I s D JIHLEERE R (geodesic coordinates) X XN E I, Z Z Tk [ BEZEMIZZ OHH
BERE R % JRREABIZ Lo TED DI LITE VO NT WD LIRT 2 Z itk b, BETHIDN—E TR
DB % [BALREZER] »RHET 52 212U £ (Ito and Sasaki, 2020),
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5.1 R

o 2UILILIEZEM s = (z,y)T

o ZEARZZERIIA TN (fE (A EUEDRE 13 Y

V(s) = (

B A 72 S R AL, AR AL, M
2. BAZRELBRWGE

E

FATHF BB AR A

5.2
INETOHEFAL &S

WTE 2DV ANy 7 o)L

Ve (S)
me(s)

DS, AR, MMEZ A FTDO & SIZRL T :

_(9a(s) ) _ [ A
g(s) = ( gy (s) ) = Vs f(s,8) = ( afZi/S) s/:sa
Guls) Out®) ) el frcle) Onle)
Cls) = _ -\ _ ([ T .
@ = (e ol oo ol oyl |
Cua(s)  Cay(s) ) Tfles) S
D - = 2 ’ 2 4 . 5.1
(s) ( Cyol(s) Cyyl(s) aail(gy,/s) B) gl(;,s) . 5.1
s OWHERRIZ B 2GS, DA b, MM TO LS 1C2) £7 ¢
~ _ Gz (s) _
w0 = (50)) ==
~  Cua(s) Cuy(s) \ _
o0 = (G ane ) =ow e,
N _ Dzz(s) Ew (s) ) _
b = (D) by ) =PE e
Q(S) = _gm(s)Qz(s) Gy ( ) ( ) (5.2)
22T Qs) IIWELEMDEADR R % 5 2 0¥ TT, Qx( ) & Qu(s) BUFATFHITH D, EADN $§
ZRio>TWA DT, BALTY (distortion matrices) ¥ FERZ 212U X (Zh oD ?ﬂ@%?? A e fmr 1
3% :Eﬂ
S

BEXNTWEST, 22 TIEAZ

LB XD ITEEERE RS E

Q. (s)
Qy(s)
( AZ.(s) AZ,(s) )
AZy(s)  Aj,(s)
< Af.(s) AY,(s) )
Af,(s)  Aj,(s)
H ko LIEMET T A, EATHI

B % I EEAE R O MR 2 1,

FlE N TVWET), E&ﬁﬂ 7D s 12 &5 1 BEMSIC J:-o’d%
BaTEBZITHRMIZT H7-012, 7‘5§ﬁﬁﬂf)’
_ 0. (s)? 0

V(s) = ( 0 o) ) (5.3)

ThHhdLRELET, T5&, EATHIIUTDOLI 12D £7,
( Qim(s) Qiy(s) ) — 01(5)2 ( Aiz(s> Agm(s) )

ng (S) ng (S> 2 Agz (S) QAZy(S) - AZy (S) ’
_ ( QY.(s) Q¥,(s) ) _ oy(s)? ( 273, (s) — Af,(s) Aj,(s) )

Qi,(s) Qy,(s) 2 Ay, (s) Ay, (s) )7
_ OV(s)™!
N ox
. oV(s)~!
= = (5.4)

V(s)™! D 1B & 0,.(s), oy (s) T o THER STV E T, FlZ LRI
gel, MNENZ ML ES=(2,9)7 35L&, TOMEEE DORGR%EEAT
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o TUTRDEIITRT I ENATEET :

r = F- ;TQI(O)§
- i %Q;l(o)~2 - Q3,(0)zy %Qiy(ﬂ)@z’
y = §- %~TQy(O)§
= G QU — QL (0) - 101,05 65)

51 1FEATIIOERERPED &L 5 BREERDERAITHIE T 2D 2R L TWET,

(a) Original coordinates s = (x,y)T

, (i) @5, >0 , (i1) Qf,fy >0 , (ii1) ijy >0
1t o o = eSS > <=4 1F o o 2o g
Yot O D = 4 oF <o o o g oF o o o
-1r O o o> | -1t OSSO O 1 -1r [ T N
-2 L L L -2 L L L -2 L L L
2 0 1 2 2 0 1 2 2 0 1 2
x
<i\") sz >0 <V> (’JZy >0 (Vi> lelJL >0
2 ‘ ‘ 2 ; ‘ ; 2 : ‘
e
o © OO L = ] 1k S = =4
=
o o o <o A o == <> O or < (<) =
\
LG == e 1 4 < 1 4t S — =
<S
2 | | | -2 L L ! _2 I I |
"5 4 0 1 P 2 0 1 2 2 0 1 2
(vil) @, = Q7 = @y, = 0.2 b) Geodes i - ~ T
eodesic coordinates s =
QL= QY = QY = ~0.2 © 5=
2 ‘ ‘ ‘ 2
1 o — - === =
%
of oo & — Y op o > o
-1f e HE o o
O
-2 : ‘ -2
2 A 0 1 2 2 A 0 1 2

Figure 4: MR ZHUZ BT 5, BEATHIOREZDIEM

5.3 Jir4t (directional evolution)

R (5.2) BRT £ 512, EMIKZSEREE AR §(s) 37t OMIEEAE g(s) L A—TF, foTHMEELRT
HRIE. BATOWRWEEZEREFEUSDIZRD ET
ds 1

i iﬂﬁV(s)g(s). (5.6)
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5.4 AR S
5.4.1 (LR (evolutionary singularity)
HR R LoD s* A3

g(s") = g(s") = 0. (5.7)
72T 5 m o1 ., O mEHRR EOE LR R L PO 3, M IR R IX DB EZITER A,
5.4.2 A EHRER D3
g(s*) =051, R (52 ITBT 2 Qs) = —g.(5)Quls) — g,(5)Qy(s) =0 £ 725D T,

C(s) = C(s),

D(s) = D(s) (5.8)
LRV ET, Thbb, EWERESOPRZEM X ENLZENIIEERDEADKEZZITEEA, Z
D Z 2% Leimar (2009) THRINTWET, o T, MEALMRFR SO L, % DI RLEM B L OB
TEMDZM ., X 51T I Iﬁ@ﬂ%ﬁo)*ﬁﬁ 2T, BEADORWKEZEMIZBII2ZNS6DKRMLFH—T
3, LU, BARTHHT 2 & 512, D EIROSRMITIRE R OEADKE L ZIT T,
5.5 ARSI
HEALIR 43 5 D S

WsIZBISERTINPAR(53) TEAGN, MsUTOARMEZRTHAZT ARSI, s 2l 5 ELNIL
TROMFAET 5.

i GRS y A OZIZE U K TH S -

22(3y(8)] + 1Cy (5)] + |Cya ()] + | Dy ()] + 2 L 11Cy(5)] + [ Dyy ()]

o, (s)?

. _ _ = O(0, (5.9)
152(8)] + [Con(3)] + | Daa(5)] ()
oz B R TS B -
Jz(8) = g2(s) = 0. (5.10)
iii. z HFENZINEZETH 5 : i
Cra(s) = Crz(s) + Qua(s) < 0. (5.11)
iv. © HROEALEIRD ¢ A0 A RMEZEFRIZ S U T
o.(s ) Dzz( ) Um(s)2[Dm(S) + Qs (8)] V2
= 2 5.12
7y )15y (5)] Wy ®lg® ©-12)

T 2T Qua(s) = —g2(5)Q%,(s) — gy(s)QY,(s).

ﬁﬁﬁg'jﬂﬁaﬂ@ﬂz&@;ﬂ%li Quz(8) = —g(s)Q%, (s
VBBAIE, Dua(s) = —gy(5)QL (5) £ DL 5
DG ’%ﬁ%biT

oy(s) =0 D& &, HMBIAIEAZ HAN I HhAR

. QL)

() Yy (s) WEATWETA, &fF i) ST

) = 9y
VU2 EALTHIDERD BT QV_(s) DAL i

Yy 5 [z' — x]* +y + h.o.t. (5.13)
SN E T, T &M 0 IXFEICHZEIN, MOXMIEATO LS 1Tk £7,
gI(S) = 05
Cua(s) — gy4(s)QY,(s) <O,
Cra(s) — gy (s)QY,(s) > 0. (5.14)
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:@30@%#u‘ﬁ%@ﬁh@yqyfmfﬁulp 2)% + hoot. = 0 LI H 1 B EALKI IS D 3 5fk
YR—TF. Thbb, BALRIEMIC S 5RO R, B E ORI A D Rl %
FIRIERR A S DMBIAVE U1F 2 5B ITHRL 72 6 DT> TV & T,

5.6 EMG: EIEHFE TV
5.6.1 Z 5475
PARD &5 BT 2 e L &9

_ ol [02 — o2]ax
M ( 03 — o}lax Jiy ) ' (5.15)
2
ZZTCIRER s = 0 1THEALII D IBHRR DS 2 EH L £ 97, £ TSI, BURTIEV(0) = ( on 002 ) oF
V(s) DHATHIE Yy
-1 _ 1 o2 [02 — 02|ax
V()™ = 0202 — [02 — 022a%? ( 02 —yag]ax o2 " (5.16)
LR 5DT,
AZ,(0)  Ay,(0) ox <0
_ 1 0 (02 — o2l
- olol (02 —0o7]a 0
— 0 (0,2 052]
= [O_I_Q _ O.y—Q]a 0 5

AEET, o TEAMTIIIUFOES 00 £ :

( CQ%I(gg Qzy(0) ) _ o ( AZu(s) Ay, (s) )

Q.(0) = AVL(s) 27, (s) = AZ,(5)

<
o - (548 58)

_ ?§<2[%2 *Ja ) ( 272*1 ) (5.18)
Eoyily
a

Tbb, o, =00 &, BHEMs =055 HB T (i o

y = _szT(())xz = 5302 (5.19)

ZHFIENE T, 0 <oy €0, <1 DGHATIE, HIRIMHRD SEPTRBIT D & 5 2B RUAHBEL X9, M
TTIRZED &S R FIZB 1T D E DD ATREVE 2 . EALHI D ISR D S 2 > THEHT L 97,

5.6.2 flE{AEE)E
FEATWIRWEEZERIZE T 2D AR OBEAGI E R CET NV EEZXET
dn; Zj\; a(z; — xi)n;

it =T B K@) | 20
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2
K (i) = Koexp <2i%(> (5.21)
)2
alz;) = exp< (wy%gz) ) . (5.22)
5.6.3 FAEIGE
TN xS
, alz’ — x)exp(By) K (z)
= 1- 5.23
fs5) exp(By') K (') 629
7w EY,
5.6.4 (L & ALY
Az 2 #E0EAN., A, MMYEFLTFOLSIZhD 9 :
- ()3
_% 0
cor = (5 ).
L -4 0
D(0) = ( P 0>, (5.25)
o - L 1—-020.2]aB 0O N .
WoT, EADHEIX Q(0) = —g,(0)Q.(0) — g,(0)Q,(0) = 0" 0 L7 RO I
BIZB2#EEAR, A2, MYEIFLRO LS IZhD 9
. _{ 3a(s) ) _ _ ( 0 >
g0 = (29)-ee=( 5
Sy [ Cax(s) Cuyls) ) B B ( —or +[1—-0jo;%aB 0 )
CE = ( Cyz(s) ny(s) =ClE +0() = 0 0
- B j?m(s) @Iy(s) ) B B ( é — é +[1—020,%aB 0 >
D(s) < Duy(s) Dyols) )~ D(s) + Q(s) = 0 0 (5.26)
B> T, AL AR D& (),Gi) IRz ST wE T, &M i) X
Crz(0) + Q,4(0) = —LQ +[1- a o %aB < 0, (5.27)
Ok
ZM (iv) 1F
~ 2
U?chz(O) Tz (a o +[1- U Ta ]aﬂ) \/_
_ 2 5.28
2,13,(0)] 7,5 g 29
EHBEDT, TNHSDORERE2EHLES L
1 1
7[1 = 02027 {\/_ay E g] <0< g (5.29)
LD FEd, ZIToy=0,T 2L
1 1 1
Sl o <am e



2720 HIRIEER £ ML IR S ORI OFER DR (4.25) LRI L1220 £9, TRDH (5.29) 1 Z R HH
FIHRRRD S (EIERB LTS 2 Z & 2 8E L7258 OO 2 52 2B ->T0ET, 0< 0y < 0, < 1
ERELTVWEDT, 0, 200560 LTDORELLTWL L 0,02 DRIEPKRE D, DIEEMEEL <
BOET (ZD—FTolo,2 131 2BAEEA),
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