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#Ebz MEHATOBEETHENZLD 28] L R57213TRrLE, TEDEENP NI TERNTZ S0
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diminishing returns, Fisher’s geometric model, evolvability 23—2 DAL CHE T X 5,

ZDJ/ — T, RO ZEITT 5,

SERIVF
FCERTDH, COBFRICAZIDLTHRIIZEDS, 20 [EbL DT P fitness landscape DJEZAE
D, BEISOEERLTHRTEENE, S 51T evolvability Z Tk %,

PO BRI RDED TH %,

B D/ —bTORA

fitness landscape genotype ¥ 721% phenotype 25 fitness ~NDER, L+ & - BRIZ
72203, REOERMREE Z 21 EEITR 5,

epistasis ZHEDINREPE RMKIFITR 5 Z &, landscape DIFNTEMEZ R T,

diminishing returns X D fitness OERTIE. FAUANERD LREMRN/ NSRS
fH[A], global epistasis O HLAIf],

Fisher’s geometric ZRJT phenotype 22T, HWEHANUTD L IF Y fitness 23 LD 5 & W

model SEET N, NSRERPERNTIZ D 5 WEH 2 BRI HH
3%,

evolvability heritable T selectable 72 RINMZ R 24 AN THES, TTED fitness

IR0 DREKRDZL LT S 10

1 Fitness & fitness landscape

1.1 Fitness |& 3T TIEA L., BYE - BEADFETH S

ELEYIFETV S fitness (&, HIZMEED TRV, o, KEFWVW, REZTZ2LVIEKRTER V., &
LEIRIZBWT, H5 genotype 721X phenotype 23, RIMRDEMICENTZ IR FETE2h%



RIBETDH D, LI=Do T, fitness 1X TWEHZDDH D] TlIRL ., BEFRREXISETCFHEEDIZER
PIEEMIETDH 5,
D HMZHHBIEARE T AT, 247 0 oAk Z N;(t). 1 &L 0FEIFHREE W, &
LT

Ni(t+1) = WiN;(t)

YEL, ZD W; 2 absolute fitness TH B, 722 ZIX W, = 1.10 72 6, ZEELNEHM BAEH & #EH
T, FDXEA T 18T 10% X 5,

T UL CEEEE RO, M2 ERE LD b, BETORMEETH 5, X4 7 i O
Bz

CEL &, P fitness 1X

THH, XKLL

b, ZAUIBERRERE O replicator equation T 5,

Discrete replicator equation

FHRHSEE 1S 2 2 S50
pi>p = Wi>W

THb, OFD fitness 1. FHEHEIDHEZRLTWhE I nERDZIZETDH 5,

HGR R TE L RS, XA 7 i OEEED

dN;
dt

=1 N;

WHED & T %, 2D r; 1& Malthusian fitness, FIXHERTH S, ZDL ZHE p, = N,/ i N

=S

dp; _ _
dtZ =pi(ri = 7), T:Zpﬂ“j
J

Zlii7z 3, ZADHEGRIRI D replicator equation T® %,
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Fitness (& MEAKD LX) ZEEZ2 TR, EARNOEMBEEZIERTHE L TERINS,

BEBURERT I W, USSR Iy RIS 2 2 BB,
1.2 KR L log fitness

HMER 4 T 0, BEREAA TR 1 255, HEZXATOD fitness & Wy, BEX A 7D fitness & W,
55, M fitness 1X

Wi
Wo
TH 5, EIKIREL selection coefficient %
Wi
= 2Ly
s W

TE#RT S, 2%
Wi = (14 s)W.
s>0ROZLREATIEH, s<0ROAHTH 2,

2 XA TINFT, HMEX A TD fitness & 1. BEXA T fitness & 1+s £ 55, BREXA TDHH
Exp 3 5E., BT

,  p(1+s)
 1+sp’
L7=235T
_ . _sp(l-p)
Ap=p —p= 1+sp -~
s BN E Ve E ZHEEMENC
Ap ~ sp(1 —p)
Thb, HikifE 5
p = sp(l—p)

LwosuTR7 4y 7HORITE D,

D/ =T, FHEZEBL XL T572H12, LKL log fitness

F(g) =logW(g)

S, ZRITX S log fitness DE L%

AF = F(g') — F(g)



eHEHL b WIKREE
W(g')
W(g)
ThHb, LIV THRPIPNZIWVE ZlE, log fitness D7E% selection coefficient D X 5 IZFHA T

FW

s = —1=erf 1~ AF

e

Bt log fitness ZfES DH\, AL ZELERD fitness THNIEINTHI L 725, log fitness TIZE L
Bzl b, Lo T MEMPE S ) VAR ADNH B0 ZiFkmd 5 & X, log fitness &
HRBRA T —NVTh b, 7272 LEBERTEIC X > T raw fitness, growth rate, Malthusian parameter
REBRRIZENMEDNE D, EORT—LTiHEm L TVWE2ZHRT 2 LNEETDH 5,

AR
[E]E X417z fitness landscape Z i} 2 DI, D72 & HEMLHINC W (g; E) 3 genotype LEREE E @
B LTEX 256 TH 5, BEKFESLHEREEIBROGEICIE, ERICE

DX, MDE A TOHERCRRNC DT T 5, ZDHE. landscape F[EE XN HIETIER
<, BHEKRE L & HITE D BB TRITKE 5,

1.3 Landscape |SEAETH 3

fitness landscape &%, genotype ¥ 7zl% phenotype % fitness WX EX R EHRTH 5, 72 21X
genotype ZZff] =Tl
g — W(g)

T» D, phenotype Z2[] ETlX
z €R" — W(z2)

TH5,

EKAIZ X, MHDY genotype/phenotype. #E#fiAY fitness @ | TH %, fitness D |m W%
peak, [KWE % valley & FEXR, TEIZH 22T fitness D3 L3212 5, BHNLEIRIC X o TIh%E &
5&91HZ %,



Fitness landscape: peaks, valleys, and paths

global peak
[ 2.0

local peak

fithess

1 Fitness landscape DX, #i/5IE genotype F 721 phenotype DFfH, #HE/TMINE fitness 2R3, K
B genotype ZERNIERTTO DB DT, ZOMNEH K £ TLHKRTH %,

Ex
Local peak & global peak. » % 5 g D5 N(g) DITRTDR ¢ IZDWT

W(g) > W(g)
%6, gl¥local peak TH 5, £ZEMITHR A 5 global peak TH %, HELIFWD D global peak 1T

B DI TRV, BHIC fitness DIEW valley 235 % &, # Z ZBiZ 5121 drift. recombination,

BRGZML, ERERDRIFEE R EHBNEITIZ 5,

1.4 Landscape ZFHE & TDEFE

fitness landscape (XIEFITMERIZRLEIRIZDS, BRED LT W,

> ERIRMTFME: fitness 13BRIE B ITIKFE T %, I[EMEICIE W(g; E) TH %, BREHNZ DAL landscape

bED S,
» SEEMRTFME: 1D genotype DFEEIZ X o T fitness DIE D B 5E. FEEXNMF L LTEER



WZEhH 3B,

»=RTTE: FEBRD genotype ZERIERZKIZKITEFFD, 2 KILOILORIE, EED 7D DIFFET
L2720,

PEEDES: —HEELR, BETERE. MRz, KBz, fix T8 2EX,r o R
ZTWED 3,

ZNTH landscape WS SENEHELZ DT, ZEYMEZRZ HEMOEFEOEIDE] 2 LTEZ
LNBEZMETHDS, KD epistasis 1&. ZOEIDENERICL>TEDLSZE2RT,

2 Epistasis: ZEMROERMKENY

21 2EEDR/NMNETIL

2ODEHR A BREZD, ZEZLEZ 00. A% 10, B 7% 01, WijEFFD genotype & 11
#H L, log fitness %
Foo, Fro, Fo1, Fui

3%,

ZHR A DOHMRIZ., BRITBIPRVE X
A4(0) = Fip — Foo

Thbh, BRI BIPHZ L=
Ay(B) = Fi11 — Fn

ThHb, ZD2O0ERLZLE, R A DRIT BITKEFEL TV,

&

2 R D epistasis &

il

eaB = Fi1 — Fio — Fo1 + Fyo

TERTEZ S, [FAMHEL
EAB = AA(B) — AA(O) = AB(A) — AB(O)

B =0 725 log fitness _ETHIVEM, eap #0 725 epistasis 23D 5,

COERTIE, eap<0id ROOFHERZR LI E, HMARLEXD RISV 2L



PRT, —H. eap>01F T2 BLED RIS 2 ®RT,

2.2 Magpnitude epistasis, sign epistasis, reciprocal sign epistasis

IV RAXSRAZIFHREZT TR, FEOE(PEETH S,

] =L S

magnitude epistasis ZHEMEDOKE XIIE D 5D, beneficial /deleterious D&
BED ST,

sign epistasis HBERED, THRITEK > T beneficial IZ72 > 72D deleterious
2o 35,

reciprocal sign epistasis 2 DDEEPHENVICHFOMRDOFEELEZ 5, BEL peak

EIED7-DICFRHCERTH %,

reciprocal sign epistasis: A and B are good alone, bad together

O+ v,

F=8.20 F= +40.20
v

~®

F=0.00 F=10.20

E=Fpg—Fa—Fg+Foo= —0.60

2 2Z% landscape @D 4 X, A & BIZHEMTIXERZD, FFHCA S & fitness B F23%, ZDHA, A
& B DI reciprocal sign epistasis 23% %,

X 2 Tl
Foo=0, F4=0.20, Fg=0.20, Fap=—0.20



7L DT,
eap = —0.20 —0.20 — 0.20 + 0 = —0.60.

TZT A BETIEERNEDS., BEETIX
Fup — Fg = —0.40

TAFANCIR S, FIBRIZ B d A HRTIEARNCHR B, L7z235 T reciprocal sign epistasis TdH %,

2.3 AXREIT 1andscape DEEETH B
Genotype % = = (21,...,21) € {0,1}F & L. log fitness landscape %
F(z) =log W (x)

LELCER i AN It e ate ERTE, ZOEEOEINGFREIZ

. W(CE + 61')

si(z) = W) —1l=exp{F(z+e)—F(z)} -1

THb, BERMEDNENWES
si(z) ~ F(z+e;) — F(z) = AiF(z).

DF D, EIKRENL landscape DE I DETH D, BERZERICBII 2EBREDDHETH 5,

HEHY 72 phenotype ZEETEZ % &, X HITRMFEMNIZR X %, phenotype & 2z € R?, /NI ER
I2 & % phenotype Z1t% m &3 3%, Taylor JEBHIZ L D

F(z+m)—F(2) =VF(2)-m+ %mTHF(z)m +O(|m|)?),

Z 2T VF(2) X selection gradient, Hp(z) {& Hessian, TROEMBLRITITITH 5, BRI T
TN E T UKD BCH 72 DT

s(m;z) ~ VF(z) - m.

L7zh3o T, VF(2) EACAZOERIIAEATZD LT, HRZDERIIFFNTED LT,



Selection coefficient as slope
si(z) ~ A F(z)
&, genotype 2l COHEREF AN TD %, it phenotype 2% Tl
s(m;z) ~ VF(z)-m

7D, selection gradient 23 fitness landscape D& D FFA%E 5 X 5,

2.4 Epistasis & landscape DR TH S
2 B D epistasis 1&
gij(x) =F(z+e +ej)— Flz+e)— Flz+e;) + F(z)
ThHolze THIF
ei;(z) = AF(z + ¢f) — AF(x)
LbFEIIE, 2%, BR jPABZ LT, ZE i OMRPENLZIED T2 ZflloTW3,

TAUIEFERNCIE T2 DFES) TH D, BEEL genotype ZEMICBII 2 BEZREDTH S, L1z
A3 5 T epistasis 1X, fitness landscape DRIFIZXTIET 5,

Hif5t phenotype ZE[ T, 2 DDEENZNZN phenotype ZAt m;,m; 2RI T T35, ZOLZE
€ij(2) = F(z +m; +mj) — F(z + m;) — F(z + my) + F(z)
~ m; Hp(z)m;.

L7225 T, epistasis DFFF1X Hessian DA XHKFOHMBTIRE 5,

RAFEMNE LAY 72 R

AiF(z) ETcld VF(z) - m  ERO—KMR, PMIRIES selection coefficient IZHIET %,

€5 = DA F BERGRPERICE o TENL I ED 20, ZFEED. TRbBH
RITHIST %,

Hpr Q8O#hE ELEDLERLMERMETH XD /NZ WV, B D epistasis,
diminishing returns & B2 3 %,

Hp OIEDHE ELEDLELMEPINETH L D KZWv, IED epistasis. synergy
LRBART %,



EERI1>H

KRBT landscape DIEZE, epistasis 1% landscape DHADND TH %, 727 L ZDFVHIZ. £D
fitness A7 — VTR TWA2IMKFT 5, 2D/ — T, FENRMNEIIEINICE 2 X5
I log fitness L Tikam 3 %o

2.5 MR X L TR L sign epistasis bRZX 3

Ii#ER) 72 landscape Tld. FZEEONEIZEDIEFETA->THRLTH S, ZDHE
Eij = 0

T»H DY, fitness landscape & genotype #HIZIG > THFHMTH 5, —7i. epistasis b 5 &, JEi
Ao T BRPRICEMCRIZEBROEEZER 5, T ORER, IR I WIS MRARITE <K
75 %,

FFIT sign epistasis (&, AELDFFEZDDDVRERICE>TEDLS Z 8 IIWIBT %, 2 21X
AZF((IJ) > 0, AIF(!IJ + 6]‘) <0

o, BR IWIEE « TEENED, j DPAoTERTEAINTHE, ZUE. § HAANBEIL -
T T, i HAIORFHREZNE»HBICEDbs WS 2 ThH 3,

Reciprocal sign epistasis Tld, i & j D EAWVWICHFOMROFELZEZ 5, TOHE. B peak &
valley 23 U503 <, HififiZ2 uphill path 25X 5,

e
Fisher’s geometric model Ti&
1]
F - Fmax
DT
z 1
L7zh3o TNSRZER m ORIRI
z-m  |m|
AF ~ = — —
o 202
THYH., 2ZED epistasis 1&
- my - mj
Eij = — 0_2

75, [AUFNC phenotype ZED$EEF L TIXEAD epistasis LTV, UL, HEAIC
D INFE R CAHMDEIMEENNZ 2D, £ diminishing returns DRMAIFIRIATH 5,
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EERI1>H

Epistasis 1& DB TRELPHINCHEEALTOWS ] 2 WS BEKZIT TIER W, fitness landscape
ETiE, B TERMRPIERIKETH S T Z2EKRT 5, ZOERKFED, BIOERK DI -
Hill#y « FRATREMEZ TR 2,

3 Diminishing returns: &S0 UNFERE

3.1 &

diminishing returns effect, X D IEfifiZl3 diminishing returns epistasis & . [FCHEHMZEE, K
fithess DHE R TIIKRELHIRE D725 T, & fitness DERTIINEIRAR L2 253720, &
WO HAITH %,

5 genotype % g ZHR% i ¥ 5%, ZOLRMER
Ai(g) = F(g+1) — F(g)

EFEHL, b LEHR fitness EWIEE A;(g) B/NE 725726, diminishing returns 235 %, #H/ERY
Wi, EBOERICFREICERZ ANT,

A;(g) = a + BF(g) + noise
DXS1IZhFL/zE =¥, <075 diminishing returns I T»H 3,
EE
Diminishing returns epistasis (. D epistasis D—FTH %, 7272 LFED pairwise epistasis 73

RPED 2 ZROMENER) #R2 D126 L, diminishing returns 1 HR2KD fitness 23EWIE
Y. BMEROFEI/NE R E] WS global Z{EHAZ R 2,

3.2 Concave transformation & L T® global epistasis
diminishing returns ZFEfi#3 2 i fHREBEUR, BENZIER 27 A &, EFED log fitness F
B TH D,

A(g) = Z aiwi,  F(g) = ¢(A(g)).
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ZZTua {01} 3ZEER i DB, o ZBERITADHFE, ¢ I fithess N\OE#TH %, dL ¢
723 concave, O F D

¢"(A4) <0

o, AT AATH ADPKEVEEBIZE AF 3NEL k35,

Diminishing returns from a concave fithess map

2.5 1 /
2.0 - /

1.5 1 /

same underlying improvement
smaller fitness gain
1.0 A AF

log fitness F

0.5

0.0 | m— F = ¢(A) =log(1l +A)

0 2 4 6 8 10 12
underlying additive improvement A

3 Diminishing returns OB, BENZRLER A PR CLZTHEZTDH, fitness NDEG ¢(A) 23
concave 72 B log fitness DEEITIIIZATZANE T2 B,

2ODFRZER i, 23 ARENEN aj,a; >0 RTFFHFEGT 2T 5, TDE X epistasis 1

€ij = (;5(14 +a; + CL]‘) = d)(A + ai) = ¢(A -+ aj) + gf)(A)
ai,a; HNEWVWE Z Taylor BRI XD
Eij = d)//(A)CLZ‘CLj.

LS oT ¢"(4) <0 %25

€ij < 0.

T TEMZERRILEZREL TS, BMAZELELD/NNSW) T2k,

3.3 BEEIGIFTEL BB DD

diminishing returns 23% % &, FIHICIIKZ < fitness D3 LD 20, 7ZATZABERI/ NS 725,
CHFRHEREILTI S R oNd MHitness gain DIFGE | ZiHT 2 —D0D X H =X LTDH %,

7272 L. fitness gain D@ % 727213 T diminishing returns epistasis 23AERH X 1720 TIE W,
fz b .
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» RENROBFIZERD AN T,
»beneficial mutation supply 2325 3.

»clonal interference IZ & D ARIZRFLHIHET 5.
»HIER T —VHIFRETDH 5.

> BRIE F 7 X ETRA 28RS 5

Vo HET, AT EOEERIZAET 5 %, L7223 -> TAYIZ diminishing returns %78 L7202
O, MCERZEBOERIZEAL., ZOMEIER fitness L ESBRT 202 R20ENDH 5,

BERIV K

Diminishing returns (& ERIZEEPR LKL E] LW EKRTIERVL, BAZRIEELHEAELTD,
ZOWENRDNE 72D, L WIEKRTH %, Z4UE landscape DTH FITED S EEE b, global
epistasis DER & G LD <,

4 Fisher's geometric model: &0 2 (A

4.1 ETILDERTE

Fisher’s geometric model &, JEIG% [ZRIC phenotype 22 CTHRBEAIE D BWE] & LTHZ
%, phenotype %

z=(z1,...,2n) €ER"

¢ L. ®i# phenotype % 2* £ 3%, HDLDEEEZ TS LT 2* =0 LEL,

fitness (3FFE D S DFFEECTIRE 2 2 55, HAIFNCIE

Wis) — W =1
(2) = Wnax exp 552

% 7213 log fitness T
[E&

F(z) = log Wiax — 957

YEFZ, 0FD, REAPSEWZY fitness XKW,
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Fisher's geometric model: adaptation as moving toward an optimum

Beneficial if |z+ m| <|z|..
~

3 .
2 T DY /
o
~ J\\
© /0
= \
= 4 .
g 17 LemTTTT ~<__ beneficial: current phenotype
% / s.closer to optimum \
5] / ‘\\ ‘ i
@ / \
5 ! \ |
09 o ! L ,
\ ] possible endpoints
optimum J for fixed |m|
N K !
\ , 1
~
\\~ /’/ ,I ,’
-14 @ Te=—-- / !
// II
4
/
~ ,’, /
~ 4
\\\\ ”’/
-2 T —= T = T T T T
-1 0 1 2 3 4

phenotype trait 1

K 4 Fisher’s geometric model DIEAK], BIFED phenotype z M HEEANT bl m IZX>2T 24+ m ~E 5,
Bl RITIED < 2213 beneficial, 12 X722 Z %1% deleterious TH 5,

4.2 BUREDFM

BAED phenotype & 2z, ZFIZ X % phenotype DEfLE m 35, BERIX 24+ m THB, ZD
ZHAPFRTH 2513, RERADOL L THS, ThDE

Iz +m| <z

PR G 3 NP W

2+ ml* < ]|2]1%.

FEl% FER LT

21? + 22 - m + [Iml|* < 121,

L7hioT

22 -m+ ||m|? <O0.

Z 123 Fisher’s geometric model (281 2 GHRERDRMIEZETH 5,

log fitness DZALIZ
izt m]® — 22
202
2z -m+ ||m|?
B 202 '

AF =

14



L7DoT2z2-m+|ml]?P<07%5 AF >0 Tdh 5,

4.3 Fisher DEAIFAIERK

ERYAZXZ p=|m| £T%, HEOIZ. m& : DRITHLTSL
z+-m = ||z]|[|m]| cos @ = rpcosf
THb, ZITr=|z|| BHAEMDSRERETOEMTDH 25, ARISEME

2rpcosf + p? < 0

ERASPX5)

cosf < ——
r

TH5b,

CORDPSH. ROEREIESNS,

p REITEFBZZERIFBEMICEDICCLV: p BAREVE, RlimZ@EY BT, ThR3ttomEEEL
IV,
rpRBESIGEVEEBRZRIIDEV: r 2/hX Ve, FAU p THEEEHTHRED L
25,

> ERTTIEEH# LV 25 03% < D phenotype HIICHE T 27256, TR XWIHNCEH 5 HER
FhE 7%,

e

Fisher’s geometric model (& IKZRZRIIMINTEFACZ SRV EF o TWVWE DT TIERW, IR
E X NT2ZRIC phenotype ZBRINCBWT, F VX LBRERMEEZ b, KRELRERIFYERZ
HIADEIGH/NE WV, WS ERTH 5,

4.4 Fisher model & diminishing returns
Fisher’s geometric model Tl&. FHmRICIEDIZE. AAZEROBD FHMR BN KRE, Th
!¥ diminishing returns ¥ HARIZ D235,

72 Z2E, MR READPHEVWE X, iGETEIRMAAE N, L2 LEEAICEDL &, [H
UZEY 4 X T overshoot LT K 72D, beneficial IR B3 HMDBRSNZ, ZFDFEE. #EoI1HE
SIBED. LIEWICIEL 125,

7272 L. Fisher model & phenotype Z2f] DA% )> &5 diminishing returns % &3 % —o D HAEL
ThHb, EBEDEYTIX genotype phenotype map. IR, FAHIK., KON, Bl FREMEEE
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7 Enhnb 3,

5 Evolvability: #E{LATREE

51 &

Evolvability (&, HAGETIX HELATgEME) tAlah s 2 e2Z 0w, —8ETE R H5RD
heritable T selectable 7% phenotypic variation Z4EAHTRESITH 5,

E&
D/ — FTIE. evolvability ZXD X 5 Z %,
evolvability = FERPWEH T = 21 8EH - REUNLERZEAHTREN,

L 72535 T evolvability 1%, FIFED fitness DEm S ZD DD TIFR L, HEMOEFDLHIZED XS R
ZEATREED D B0 BRT,

f= fitness @ genotype 23443 & evolvability T % L 1X[R & 72\, JFFT peak DTH LEIZW 3 genotype
WEIRTED fitness 1EEWDS, JEFICEHNERMNIE ARV D LRV, HIZ, BED fitness 1F
HREETH, SRLENZERSHVERICT 72 A TE 5 genotype I evolvability ZHfoh 3
LIz,

5.2 Landscape EDFFIE L L TD evolvability
H 3 genotype g DED DI I ZERD % My £ 55, ZH m D fitness ¥R
AF(g,m) = F(g+m)— F(g)

THd, ZDL Z, evolvability DFFfEIRE LTRDO LS RELZEZ DN S,

Py(g) = e [AF(g,m) > 0]

% beneficial mutation 4 U 2R TH 5, /-

Gy(g) = Em~n, [max{AF(g,m),0}]

16



& T—HoZRcffsh 2 (AL LR 2RT, i

Gu(g) = Po(g9) - E[AF(g,m) | AF(g,m) > 0]
HRTE 2,
phenotype DZALICIEH T 2726, ZHIZ X % phenotype Z1L 62 D77 EFETHL

Vin(g) = Cov(éz | g)
DHETH S, BIVEEY TR, BEIHIEDHITY G 2BRADIHE
AZ =GB

ZRO L, ZOREKT, COHMICER - BRITEDH LT WA, evolvability OHULHIEZET

%,

5.3 Evolvability Z:RHIEH
Evolvability I3 —DMHE TIZR <. BROEZDHAESDOETDH %,
EX Evolvability & D BEf&

mutation rate / spec- YN HWERPEL, COMBEOERNZVHLZRD S,

trum
genetic variation EHFICTTIRIFET 2 ZEEDRZWVIZE, BRI IIEHTE %,

genotype-phenotype  BEIRIIZ{LAS phenotype I8 D EHX N2 0% RkD 5,

map
modularity B2 DEPMEDE TR LICS WE, BHBRZEEIHL TV,
pleiotropy 1 DOEBRNZ L DIVEICHET S, AAERIZE DI WEER
BHb, 1272 LZHMNMEINEICH REAGOEEEL Z b D 5,
robustness ZR L CTHRRREN A QO WIHEE, BRI ZRMR 2T H, &

VMEBRPERL TNFEOD variation 2R T I eh3bH 5,

recombination / sex BIFZE R ZHAZ X, H LW genotype 1E5,

5.4 Robustness ¥ evolvability (EXIIL 9 B 71T TIEAL

— R ¥ % ¥, robustness & evolvability {Zi#IZH X %, robust RHRTIX, ZE LT phenotype 3
ZHHIZL W, T B & selectable variation 23472 { 72 D | evolvability 25 F23% & 512X %,
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TEX205TH%, [AL phenotype Z{RD genotype DZE-D /03 - 7= neutral network 235 % ¥,
£HE phenotype ZR->72F F genotype ZEMERBENTE 2, ZOBEILETIE. 5FT7 V7 ELAT
X 7270 o 7z phenotype ZEN—ZER-TEERREICR S Z DD 5,

Evolvability: robustness can preserve function while exposing variation

different positions expose
@ different selectable variants

\ ®
® © ®/
® ®
® ® ®

\

® O ©

neutral network: myéenotypes, same phenotype/fitness A

®

5 Robustness & evolvability DR, H\W A IXF U phenotype F7-IX[FFEE D fitness ZHiD genotype
@ neutral network % &3, HILANCHEEIT 2 Z T, 72 % phenotype £% B,C,D,E,F II7 7 ATEZ
5X95185,

ZDEZFTIE. robustness [FHIC [Eboiw) HETIERWL, HEDKELXIR->7-F %, K
DEBRFEREZAREICT 2 BIBICD 725,

5.5 Evolvability IHERENh3DH
Evolvability (& TREROEISRES ) 1CBD 2 70, B EAGERS G CHEEEITN S L3R L 22
W, FERIICIOMEZ, BREOEERICT AL 720 SR WEEVRDH 20 0TH %,
ZHTD evolvability 25#EL L 5 2HAHITW L 20 H 5,
p ZAL LR T VIR TR, L OWRIRAIZ R 2B 2 2 e BRSO RIRICR 580D 5,
»modularity X° robustness (&, FFRD evolvability D7z Tl { . TEDKREL EMESREDF
MDD/ DITERE N, ZDRIEYIE LT evolvability Z & 5 Z & 23H 5,
PRI L — FDRAT —LTld, K DEHRIEREEEANE S lineage NEIANIZZAR(L LT
WAIEEMED D 2
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Evolvability & T¥ 72 3 # L L TWE ) 20D TRV, &L A, &8I,
genotype-phenotype map. robustness, modularity & &> Tik% 3 HEIRAJRERZ R Z 4 AH T
EHRET] ) TH 5,

6 D OHEHD

CZETOMERIE. RO LS ICEHTE 2,
R B3 2 B
IREMDADICEARZE fitness landscape. distribution of fitness effects
ENRLVHZH
ZEPWRIIERICE 2T epistasis
EHsdh
5 fitness B2 CHIZEDY)V  diminishing returns epistasis. global epistasis
L BBH

BENSHBEENBHRICZ Fisher’s geometric model, ZXJT phenotype. pleiotropy
ZHhYIunoh

FREDC 5 WVWHENTA]  evolvability, robustness, modularity, genotype-phenotype map

seh

6.1 —DODX =)= LTHET

fitness landscape (&, genotype % 721Z phenotype ¥ fitness DEIfRZE R T, ZD landscape D7EE
WHERNZR o, RZROMRIEFIEFRICEL ST, ELBERIIHLRNEMTD 5, L LERICIE
epistasis H D, BEROMRIIERICI->TED S,

epistasis D9 B, HER fitness DEWIZEAFEZEDEDI/NE {125 D DD diminishing returns T
Hb, THIEFENMTHONSESEEDOREZHIHT 2EHEREZ T TH 5,

Fisher’s geometric model &, Z DHIHESL VN RZEBEFERIZR D LTV L WVWH EKE,
phenotype ZEREIDFf[7> HEIAS 5, BIED phenotype D3 Eid s> 5 3 ) AUXTGE D FHUII K Z W
D3, D NFEERZ AL 725,

Evolvability (X, BIEDE X TlE% <. landscape L CRICEARBRERIZT 72 ATZ 20 b %,
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network %> modularity 12 & > T, BEDKEEZRE RV OFEROEREREN @D DI ENTE 5,
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=
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=19

epistasis = BIEFREOYIERE
3]

diminishing returns = EfZER
%3

Fisher model = IHE DT LK
Eapbul

robustness = evolvability DR
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selectable variation Z#ZETPRE T,
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»Epistasis &, ZEEDPERMRGFTH S Z 8 2R T, FHI sign epistasis (i JHFRER 2 Hil#7 35 5,

»Diminishing returns {&. /& fitness

b5,

HRTANZEZDOINED/NX 725 global 7% epistasis T

»Fisher’s geometric model &, ZRIT phenotype 22T MREAISEDO EENER W &%
)20 &, /NEROHFMEREICORE % AT 5,
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