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1. 1FL®HIC

BHROEEDOERRICITREL /A= EEL TN
Bo FNHONRZ—NTFEEEOHE, Kl 2
B & D o TEEEIREE T OB DB S (Cott, 1940),
FlziE, NFOEEE RO S TRy T by
DWOREREE, HREHHLTERTHS, £l3EH
TH5HT ERUTHRBEEI ZEEGO L L TOBED
HBEEZLNTWVWD, £iz, AXANFRT FHN
F TR NE =I5 TV, RO RY
FavE (Heliconius |&) TlEHEDHBF 3V FET-DH
OERENMELILIZD ULTHD, cnbidI oo —RliERE
CLTOBEREN DB EEZ DN TN, E DI, 2o
TWVERW T HIF VMR Z R ANFIB I RO
HoTWkD, #050Wat 77 N\0H 58135
DHBERZE T NEE MO F-> TW0Wizb L
TED, INBERNAVEFEE U TORKRERRDEE
Z6NTWVW3, FauRAFURIILD, AT
BHORHICASNZHMOIRIRUE, Kz B 2 #ae
NHZEVIFiEH S (BEF, 2007; Ruxton ef al., 2004)

TNEDEREFIIEZ—VIZEDE I ICELLTERZD
BA5M. TNETICkLBREREHWVTEEERA 4
ZXLDWENRENTER, ZOERIE, B
5 TEEAEH FICERENTO TR A LT
WEWSFIERD B, TDIY, BHROBRIIFREEL

*T060-0810 ALIRATILRIL 10 5575 5 TH
IREERF R HERERERI AT ERRREE S
E-mail: koshi@ees.hokudai.ac.jp

Tel: 011-706-2236

OFEFERZWIET 2 L THONREM DU EDEix->
Tz 2 aw P a UINTOEER & BORBRES, T3 v DH
DERREZIZI LD & LT, BAEMEZ Wz
TONTE T, TOME, BEERKEZaY Fo—)Ld 5%
BIZTFE U BERTRY IV Y R (rwEF)
Zd—RIE2BETFHAEAESNTE L, £z, ThHD
BT cis TR OEHNED BN, ZOMHEEKICHE
FBEBEDEREOZREZ EHHTDOTIEHEVNEE R
BTz, BUE, DL E N AGFT-08iFE, fEign e
DESITPFEETNAMICDONTOETIVAEEEREE N
T3, SRIIEREDEK E N2 IGFT-0HiF, fEimh R
EEND DT ANZALZEERINCTIHSMCT BRET
HA95,

AT, BRERHZOREE LM BIZDN
THRRTVEZV, BROBEEROMEHAZAEL
DORAT YT, TiEHLBHIFHBEGRO LRIcHIz5/ 30—
VR E, PRICHTZBBDERICH T TEZZ LT
5L, AETRE EFRICHEZ 82— VERICE S %
EL T LI B B BDERICDOVTIE, —FE —/E(2015)
WICFHELSRIIEN T WS, £z, AFED 2013 F 82 %E 1
BORE  [BROEE - KL KBWT, AT
BEHLENMLENED TR ELBNAEINTNBED
TERENTEW (BE, 2013; “FEERT, 2013; L,
2013; Z2iE, 2013; “4BZE, 2013),

2, 23U auNIDEED/INY— &b
O—ILYBEEF

vavuYauNIROREHR (4000 U EEET) &
PN SRR AT B, Z D5 BOMEN TIZ,
BETD/ 77780/ v IRy, WEFHESS, %
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R TBIZE D TN —iEERRIES 280
LR—=Z—7 vl A %75 T LHARET, Bkzar b
O—)V9 3BTRS 2 ECERABET VAN TS
% (Wittkopp et al., 2003; Koshikawa et al., 2017), >3
VavuNIo 1T, EWFOFRICEL K HEDbNT
WAFA g vYa NI (Drosophila melanogaster)
Tl&, FAEL AXICHE L TESEAICEWEEED D
D, FADARCBNTIEEHER O IHAINERFEBLT
W3 (X 1A), AR E AR THEDOREREIZIEE R 7%
d— R % optomotor-blind (omb) L5 BEIETFICK >
TaAYha—LENTVWBT ENTH T, omb DEEEE
TN ZEFATIE, 4 A& X HBOMBERIIIER E
NEV, £z, FAREDOBGEAIC DV TIE Hox &
15T D Abdominal-B (4bd-B) METZIEICHIHL, #x
BRT7%3— K9 % bric-a-brac (bab) &9 BIFH
ETEHEL TV, 4bd-B7#% AICBVWTEBNEL
BV THESE % &, BFaEaNEC 5, £k,
F ARE DEEDEC BH5 T 4bd-B DN E VAR
®HTR, FRAREOEONHEELT %o bab & A A TIIHE
HEHEETHRELTWED, FRATRAAEOER
WAL %885 C bab OFBEMNE SNIEV & AT, bab
A ARFEOEONECHGINCRE S5 L, 4 A%
BOBEBMNHEELET S Kopp et al., 2000), TDX I,
FATRYavYa UNIORIBICBVNTIE, i LD
e, HiRFENTEOD, TNETNHIOEERTFICX >
THIEEN TV,

Drosophila biarmipes TlZ A A DI TADHGHID S bimsR
IKRWAS =V K280 H % (K 1B)e AT=VF
RIS A EE 7% Yellow & >/ 78 7 B MEER D T & 2 5FTICH
HLTED, BREOTERVED TAT =V OERKRZH
#il'9"% Ebony & > /87 EMWRE LT3 (Wittkopp et al.,
2002; Gompel et al., 2005), T OFKEAE T Fa—)Ld %
BETFOREE, RNAI RNA F#) A7 V-7
Ko TirENZ, TTTIX, D. biarmipes @ yellow L./
NY— AR NN B O— R 3BT RERI T
ED%, FAOYaUYa UNTIEA LERFEAHL
5N, BERTORNAIRZ ) == % LR,
Distal-less (DI) BIFHI Y b a—)VAFOEGHE L
THFEL, TOBERDTESE5 Tl DIl BEFICHR <
RHELTEY, B DIl ZHIRIEB L, ZOBT
yellow BIETDFENEL, ebony BInTDFHAIMZ
%50 Dl /v BEY T BHE, BEROTEZHEETD
yellow BT ORENMNZ 5N, ebony BIEFDFHEMN
RbN%, £7c, Distal-less & > /X7 EMD yellow T2/ N
VY —ICERBIEE L THWA T EEHALNC RS T, &
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1. A. F4032239/\T (Drosophila melanogas-

ter) DELRDEEED

FES@EIEHERZ RS, AR (F) TN ETNOIRBERE

FMEL (B LLIGIEBEID) Bhd 5, AADH 6 Hikld

RIPERBEOBWCK D, BLAR2568H%. A A,

AZAMWEFDRRER S I Z A OEBICINA, 2S5, 56 EikhE

ICEERBT S,

B. Drosophila biarmipes D75 2 D&

AADINEHE D EEDE,

C. IXH~Yamaw/NT (Drosophila guttifera) (D&

AFETIE, MEHETHERICIZ & A EEODRV, BERUE, Bk

g/)l/%%‘}ﬁ RN, BIMEHEEE T H 2 KRR T ORI E
Do

5, D3O 537 3 UINI, Drosophila pul-
chrella, Drosophila elegans, Drosophila prolongata (& ¥
WTE DIl #2787 EDBORERRD T E BHATIC R L
T3 ehb, DIDHEINZ—DRICK>TH
DEFENZRIEL TVBDOTREVWNEEZ BN
(Arnoult ef al., 2013), TDXIIT, a3 uTauNTD
BOBKRDIEK TR, OB E LT, Az
I AT VERRDELRFDODEL EL—HIFHLEL T
WBLDOD, BN TE 2 HEZHE S 25 R IR
HoTWas

AR a9Y avNT (Drosophila guttifera) T
FBIIKEBERRDO AT = VI X 2N DH 5 (K
10)o T DRERRINT E BIGATIC Yellow & /87 E B
LTWT, WEEMNTERWVIEEATIC Ebony Z /878



FHEL T3 (Gompel et al., 2005), T OFEFEZ I b
0—)V 3BEFOREICE, I REAITavIdgun
IO yellow TV INY T —IC eGFP (Rt 2 308
DEIEF) ZRITCFAOyaydaunNTic8AETh
FeRENAVW BNz, MBI % EGFP DFB X —
S wingless 815 T (Wingless & W5 3tE> 7 )V A7
Y REO—F958MET) OFEEIZ—ITU TV
&, wingless WEARED O > b O — VKT Tld iz &
E SNz wingless D TDFIR/S 2 — 3 FERDFBD
FRERICHERE LT %o SRIRIEHE T & wingless MFEBLL
TWT, fk, #IREETFORDICEBNTE S, Xk,
WBRENICEOEFEDODIAEZY Y 3wy 3 UNID shwarz-
vier RALTlE, BERNEFONE L BHDICE wingless O
REDHE SN, ZT T, wingless DEFTHIFEIHM A
51, FFTC wingless MBS 5 GFTICE AN E Ul
TehB, TXRAYa Y a UINTORRE wingless
iK&koTay bo—)bEN53 LRI 57z (Wemer
etal,2010). 5%, & D FFHIZALLICZ 9 2 0B D 5 1Y,
WMICKEREZ R DY a Y ayNNTORTE, D. biarmi-
pes EFDEHFEDGZEE, TAXAEIaUIaUNL
L ZDRFIEDEGETIE, BERDES N5 TR E -
B FEAEACE>THBENTWVWE LS TH S
(&L, >avdaunNTg@ORT, DRRMIICHEN
TW3)y XXXV 3 UYaU/NLTTid, Wingless &/
TFV VT OTRHRITE yellow 72 ED AT = V&K ZH
S BETFHMINT VD EEZBND, EEOBRIH
NHRDZDIFHOBRIATATH D, HEIKZ>TLES
IFEBMHETT S (Fukutomi ef al., 2017, 2018), HID
>avuYauNTIOTE, #RZE U ZaibRkoihs
W, BEROHFHDOIEICED > TWVBEWVIFEHD
(True et al., 1999), FERDIE - HEPA- 2 & 7 E QBRI
DR TFRIERFIZT TEL, AT VOB
ROEIAS AE UIBENERET IV Z2E2 0 END 5,

CCETTHN UIEBRRIER DD F A AR LD, £
DESIKELTERONCTDONWTE, XEFah>TH
BN EMZVD, AROE 4§, BnFORIETHER
DEALWEEREE 2RIz LTV BAFEEIC DWW TR
%,

3. FIVDBREMADER

T3 7 OEFICBIE L TV 3 BIETFORERE, 90 4%
MEBAATONIRD e, 7 AV A ZTINE FF (Juno-
nia coenia) %/ AF a7 D—F& (Bicyclus anynana,
2A) 7z T, Distal-less, wingless, hedgehog, en-
grailed/invected, patched, cubitus interruptus 7% £ D81z

2. A. D/ AFI3TD—FE (Bicyclus anynana)
U7 78 SO RRIRIL OWFZEIC FHW BT & 7z (Marcus
et al., 2004; Brunetti ef al., 2001), ARIRKDME BN % 18K T,
Z { OEEBRFR T HIVIRERTNRIRT 5 T b5 N
TW3,

B. T2— N RKoF 3D (Heliconius erato)

2 2 THEHEOMIRICHWENTE R, TEKICHHTS
A, HHEIC K DA AR RS, TR ENNZ ORI O
O RIFavIicHELDH > TWDB, ITE, 7/ I7ADE
BIC KD, EREZ G 285 D RLICFEE TNz (Joron
et al., 2006; Reed et al., 2011) o

C. EX7H%F/\ (Vanessa cardui)

R D—ERIE > T FIRER T2 32— 9% Wntd IZ &k > T
FEET N TS (Mazo-Vargas ef al., 2017) o

FW, FERIRERDY T E BGATOM M THRINT 5 2 LAVR
N7z (Carroll et al., 1994; Keys et al., 1999), & 51,
TFHIZ AN ZRINAE Fs & TR R 2581Ct, #Eix
FHRECEROMEMNER SN2 D, TNEDE
LT MEBRICERO/ISZ—=V ZICEE LTV LHEE
TN TE/ (Brunetti et al., 2001), DT, F3ITlE
AR T ORI A HE L <, HUKRLE in situ hybrid-
ization D X 5 RFEBIENT CHRERERICBERT 28 T2
BB ENHRLTH -T2, I, 7/ LRI SO
MRELES LT LITED, RRICHFULVERRBES
N3&5kx>7. FUF avE (Heliconius J&) DF =
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7 (K 2B) Tl&, BDIROEDD optix &SRB
K&E-oTtaryhrao—ibENTWVna3 T &hH, AFLP ¥ —
H—&BIVE TRV TT LA E B IBIETFH
REOFHOHEAREHLRICLDHSENICZ 572 (Reed e
al, 201, iz, RIFavEDF a v DBDENEZ
DO—EE, wnd L VS3 TNV REI—-RT 3
BT (wingless/Wntl CIXRE L7 72U —IWKET % /8
S0 lKE->Tary ba—LENTWBT A, RAD
<y T EREEIHEBERT, insiu NA TV A AL —
v a L KBREMITICKDHL MR 572 (Martin ef
al,2012) >F T 7N (Papilio polytes) D A AT,
JERRERL b, FHRE OBV T I INIRA YV EIGREL
FEENMMENTVWED, coSREay a—LT 558
LFITDWT & EHART & BEERATIC K DG M E N
Too HRRERL-IREAEAIZ T 9 2 DI, REEENIIC K -
TEENEMEINHBE (BERT) OFchiEdT 5
doublesex (dsx) &£\ BEF T, T DOBERTFIIERIIHL
IRENDOMRE TORENELGTZLDTH o7 (Kunte
et al., 2014; Nishikawa ez al., 2015; 78/ ([ B, 2016), F =
TIEF TR, B4 (Bombyx mori) OEREITDONTE
TNy ba—)LT 3 BGEFHREINT VS, A1
JOEMCH B FAMEBRK, BXUTBMHEW SRR
DMEETC—X DR DB, Wntl (wingless DRED
T BEFIE>Tayra—)lEnNTcni o eh, HE
BRARNT & ASREARATIC X D BA S TR o TV % (Yamaguchi
etal.,2013; LM, 2013),

7z, BERTRVTFHIVU Y FRUSNCE, FERED
RE=2Z2Y = )IVTE0TEENVNEEZEZLENT
WABEBLTHD D, RIFavEDFa v Tideis
A TOBREDLEIDFER & 75 5 BT HED cortex BIGTF
DOEDIC<y EV T ENT, TOBMLTFIE, MEEEERZ
T 2/ TE L THONTWAEEBEF I 7 IV—ICE
TB, EHIC, V¥ / AFavD—& (B anynana) D
ORI K E {Ix B EEER, TR THESGRA
FTET V) TE Y Y 7 (Biston betularia) DEZTIDERRA L,
cortex BILFOFEICI v TENBT G, TO
BARFOMBE DR 4 Ik - Z2EOFEICED-> T
B EHEINTVS (Nadeau e al., 2016),

EHIC, KOEFCE-T, 7/ LREFRMORAEN
ERLUEZC LD FavicBiT DIy fo—)V
EFOBBENEFEICHHETER LIk, Fic
CRISPR/Cas9 {7 FW T, HNIC RNA ZiEA L7z Y34t
K (GO T, A TIRIC/ v 77T FEREED
BNBEBRMEIC L OEENMESENDDHS (Zhang er
al,2017)e 7AVARTNERSF, FIXSIv /X
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(Pararge aegeria), Y A7 }1 27~ (Vanessa cavdui,
20) B EIZBNT, HIRIIRR LTINS A IROER
LR Wnid BIEFICE > THIEIENT WS T LS
MICHx 572 (Mazo-Vargas et al., 2017), T 5, HADER
ROERICEE T 2BEFEHARSNTED, EXT
HRTINRT AU ZTFNE RFEFNVZEROKER,
RERTZO— R9 5% spalt &0 5 BT HERIRETE AL
ZARHE L, Distal-less WIFIT % &5 T Mok
(Zhang and Reed, 2016),

4. BREONY—2%22 bO—-ILTDEEFD
HlfEeRE

BHROBROZSEZ/NZ—EE L TEREEIER
ZEBET 5708, BERTFRV T TN AV BED cis il
HEHDORIE & DEF M TONTE, FAuT 3y
VauNIOF AREDRFEMOEZERICDOVTIE,
bab BARTF FED cis TR D RN E NIz (bab BInF
BEICIGEE LSBT & U Thabl & bab2 BMEIET B 1Y,
A BELEELTVWELEEZONTNS), *
DFER, W THAREICER - EREZRET 205 & L
T dimorphic element 23 AIE & 17z, dimorphic element I
IZ85E KT T % Doublesex (Dsx) & Abd-B WBM&EH
BT WD olz, iz, A AT Dsx DA RFFER
TAYVTF =k Abd-BWEAT B T L TESEERO
SEHE T bad DREEDNIMZ 5N, AATE Dsx DA R
R T AV 74— L& Abd-B W5 E LT bab DFBI
MEEETND, B, T RAREDIRMBERAlOEEIIT
U Drosophila willistoni @ dimorphic element & - 23/ 3
v ¥ g 7 INLO dimorphic element % L9 % Z & T,
bab @ dimorphic element I 31} BEERFHEEY A FD
[ & REREAR EDEEGHEED, T AREOEROE
L5 LT3 LEZ 5Nz (Williams et al., 2008)o
COMBEOERE, FAaavya N TORRER
HFREEROEE DI A 1 = A LZP SN LT Tk
<, BMZEIMNER LA A=A L, BERTHES
T B EE T HIEEROERES| DO L)V THLMNI LT
VD BN TEEANERR TH > 7z,

I ARV a g INTOBOEME Y a—)l
T B wingless BIZFICDOWTH, FOD cis flfAIEEEDIE
E LM TNz, BIREETORE D ICERRRF DI
BeDISBZ—2&, Drosophila[@TIEI XAZ<I¥av s
TINTDHRICH BN, wingless DEIRBEHE T EHEKT 3
HIFNCHIR T B AN NUE, S XF3vaTda
N (EEICIE, HBEENSRINBD, S XA
>avYavunLItERRMOETH) KB THEX



BREDORZ—VMNER LB BERZEBETE S, 2T
T, wingless D cis GITHEED RSN, BEREEFT
D wingless DFEARTEHALT BN =D LB
BENTNB LN H > (Koshikawa et al., 2015),
CORERIE, BRREHIET Z2RFAF LI NP —
ZRIETH L THLUWEENEILL S5 L Z2RLT,

Bz ay ru—)bd 2BEF O cis HEITEEOEE
&, FavOBOEEDO Y FB—IVAFIDOWVTEE
ENTWB, TF— b+ KT Fay (Heliconius erato) 0D
HEESS, HEELONAT YUY ROY /LY —TT1Y
AL, REMEHBOD 2 EHEFEHZ#HNzL T 2,
optix, Wntd % cortex DFEVNCTFEET BT B o7z,
FNS OTEED cis HIFETRE & U T optix, Wntd %0 cortex
DRELEZI PE—)LLTED, ZhEOEHEOERIC
Ko TLI—+ FUF 3 v QBB OBOBERED LIRS
MELBDTIE RN, EEZ 5N/ (Van Belleghem ef
al, 2017 Fiz, RV F 3 VEBDRRRBEREDT /) Ly —
JIVAEN, BHELED SO EHEEDH S SNPs
WMRFEE NIz FORER, optix D cis HlHBEH TH S &
HEINAEED, Bix 2R (Heliconius elevatus,
Heliconius melpomene, Heliconius timareta) T/ % v 7
WENTWBZ &g o7z, D enhancer shuffling &
MENAHERICK ST, FIFavEOQRMEE THEED
BUCICES I ao—RRENECEEALONTWVS
(Wallbank ef al., 2016)

BED&Xsic, Eoftzs R IERERE L
T, BROBKZHE T 2 /32— TRFOD cis FlH
BEHOE LW BEEZREZ L TWAET EHRENT VS,
Zhid, BERTFRY TV FHIVRER IR T <
BRAZHEBOREIFELNS Z L2 DL, BETF
DOARE (O—F 4V 7EE) OZUIEEREICEER
HERZLEOTHREEND B —7, cis HIEERKIEE
Va—)VIRT, FEEDRRELI= v AR LIZD N
Nizo LThH, EEROFIEMUADOERICEEZ RIF LI
<O BEE LN (Carroll, 2008; Koshikawa, 2015) 0

5. BRROBHRONSY—EROERET IV

BHOERERA 1 = XL BT, FEEBER
WRRERZ ) T, BEET IV &% V- HERrI
FEERLTE R, £, HHETEFIZ, EROBRER
BRINIHEREOBEMEZRD ENLEBEIN, KE
LT &R, TOHRTTIVIIEREDERE N2 IEFT-0H
B, SEElOREICDOVWTHPAT A EZEBEL TV S,
HERT T IVEMET Z8EM & UTEICF 3 7 OHDRRIR
WHABVWLNTE, F3 v OBEOHRMOE K, 2

DDTUEANEER EELZLNT VD, 1 DHW,
BMEMENZERE (RISHhDY T FIVERET BHNL)
DONUBFRRETZ AV ATHD, 2D0HH, FBEEN
LY T FIVHREEINTEBELEET 5 /32— HRE
INETavATH B,

9, EEOMBRE O ACBNTIE, HHET 3
ERERERT L, XOEEBCIET 2NHETFZEEL
HIEET IV TH B KIGILEET IV (Turing, 1952) %
RAWESIHNEAR DNz, TOETIVTR, THEIREE (T
L E TWIRWIREE) THlfiRD 5D EDEEEEF (X
R—2 DIt & IR BREDORT) MRIEDOFE LICEhN
5 TTOEANAE—T 5, BRELT, B
DIEFR ETEENR RO Z - EN, HiR
DABMREEND, TOETIVIE, HEOIRRE TR
9 % Distal-less BT DFIH/ N Z— 2 OB 7% FIF 1EE
TR U7z (Nijhout, 1990) LA L, TOETIVIZHE
WY A A EERZIIRT L, BRpEETIIREL
BB —VERENTLE S, ¥z, BEHEE
PRBNEE TE U B/37 A— X —BEHDY 1 D%
B UTEYEN Y A7 LB 3 b (robust, JEE)
THBT & (Nijhout, 2002) LHLLAEDLESBL, TD
ETFIVEIERENZET IV TH 5,

KORETHOEMEETTIVIMEREN, FIAT7
ATETIVEVNDEDNERE N, TOETFIVTH,
BRANCHEEAIIC THRL &2 FNES2HELTNS
TEEEELTWVWS, TTTE, MR 2EEICUKE
RIS &> THER Pl ZEAHL, PI ZREBEICLER
ISTERY P2 ZEAH T, TDR, BEROKISHIED
REN, FSRT7A47 (BEDK) OXHCTatX
WETT R EMEEEINTVS, TOETFIVTIE, HE
HOBHZGEANCPI BABATNE Z LITK> T2k
OEZAWBBEENS, Fiz, TRTDILEYENEERE
M HARRE OEBICHIEARETH S EMRET AT
0 JIRTF7ATETIVERANT, Pl & P2DFTEH
RERRICR-oTEL, ZOHBRRT, ThENOD
RIBOERDFTAHE NS EARET UL, EROMER
BT Z%FIAT % T & AT E S (Nijhout, 2017), T4
B, P1, P2 DNFHEIEFZHSHTHEND, P1, P2
DRHEDINEZ— 2 OHBITFNF N, BORRTHRIA
§ % Notch & 2737 & L Distal-less % >/ 737 B OFIE/S
B— 2V DEBOFREEIRC BT ZHEBILITN S (Reed
and Serfas, 2004; Zhang and Reed, 2016; Nijhout, 2017) .

R, RISV TFIUVDRREEINTOREORE S

T AT VIR, % OREARIC K > THROIRE D
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IRE—=VUDNERENT VWS EEZ BN TER (Nijhout,
1980), SEERIC, —mMSILEL THERODAZ — 2721k
ETBENTATVELTFIavRyavIa UL T
Wingless WEEENT WD, Vv / AFavD— (B
anynana) T, B SIEL THADOBRIRK D/ N2 —
EEHRT 2 EEZOSNTED (Ozsuetad,2017), X
2 audavuNsITiE, BREETH LI TE
IRBEEFORE D OIKEBBEOEREEZREL TS &
EZBNTWS (Wemer er al, 2010), LA L, Wingless
DB X > TIHEDIRZ—=VPERENE E0nH T

&, REAM Y TRES IERENGEEZATH/2HD
D, FEDRRIC K > TEREESNHRDO TS, 11
a9 Y a UNTEHOEHET, 1ERITEDEDOFRK
ICI Wingless DL HREIZ EEZ BN TERD, M
FURRICRBE SN TIRD LRENTHETE R VL 2L
Wingless LR RWRETE, BMOENEFICERE
NZM5THS (Alexandre et al., 2014), F D7z, F 3

BEAR TREDKE/ A Z—VPNREENZ LVSET
WWINKRBC Y EDONEZETHEND S, FE, T
TF T UOPRBICED BTV, F 3 T OORERED
HMAREHRORER EEDRVES D B L DN DH S
(Otaki, 2011),

—%, ROEE/ SZ—ORET ot A, §ido
TIRAT7 AT ETIVCHIATTEE TH 5. MIGDRIAR

NBT LRI TEL, BARBIROEESESR (BOR
PRALDIMENAT RS 2848 DR DR & AT & %,
COT &lE, IR E BERABEROmADERN LK
INBTEETBLUTHNS (Nijhout, 2017),

BERIE/ R Z—OE 7Ot ADFHRAICIE, HEE
TIWEWSEDEBEINTVD, FEETIIZL, HE
DEMC L ZYEBER S, AV T LI K 5 BRIRE
77 EDREIERDALIEETIVTEH %, CDETIVTR,
LURD 5 DOERBEMEEZIN TS (Otaki, 2017),

1. ADBIKDELDAIEIRE L1, FDHDOM
famEgibzs & U, fMiaoY - X1 %,
2. flfEY A HEMOMER, EESYENGERETE

T L, TOESNERIVREE LTEN%,

3.0 VYT LEMNEREY TV ELTRES N, IE

D7 4—FENRwZick->7T, BCRbENSB,

4. VT LFEOWGTRMOMEY 7 F IV kErEE

N, BOT 14— RNy 7 X> THOBRO R E

VIR TEBDBEEPIEEI NS,

5. BRIEAOBR G FORBANFEI NS,

100

TOETIVTRRS NI« Ztghn, 7LD
L, ERICBI3EBOERIEBICBEZEEINT NS
(Ohno and Otaki, 2015; Iwata and Otaki, 2016; Taira and
Otaki, 2016)o TDILZ—TVZETIVH, THUHMEHLD
iR THAIEBEDANZALOFME P ETES
NTHBDh, WEANFHIEND,

6. ERDRFLERAZDINAD

HEFTIC, BRO®HEEZIY ba—)VT 285D
BEZTH, ZOD cis HIEEBORERHENTNZEINTE
Teo TOMER, BROBROSRE/Z—UHBEDELS
WGER L TETPDOERERNE, FIC cis flfEREBICE
ChBRIFBTENTE L LML, ERgEa Y ba—
VS BBIET L ED cis HIHBEBORIEE, BEFKA
A LERAT 2 L TEERERERMETEEDTH
Bh, FNTEH > THEREERA 1= X LO2HGZEIFL
MCT BEDTIERV, BIE, BIBEERA AL TH
FRBAZRE 30, FERERENTEZEENED L S IcE
ENTVBENENS T ETHDB, b LIZED, FEED
HEEINZ AN XLICDNTI, F 37 OHEOIRIRAL
KDOWTHERET VBRI ToNTWD, TOFRDE
NPELWHZEEBRNICEIAT 3 £ &8, K HEHEN
TSN TESH LVWET VEBET 2 FANEERO
BRRIE RIS AN > TV TH A5, FRIcE->T,
SRRIEHAR D/ SR — U E U T ERELERICDWVTH
LGBl ehHsZ55, UL, FauDiRIRR
FERTZ T DR R TAERR DT E DR — IR B 21T 5
T EIFTERY, HOBRHEOER T EEREDET I
REEERHBRIVEEFA DM THh N B RNETH B, FDI=HIid,
F-3 U ORRRBUC BV TR K 7 0 ARG 7R
IRE—V OB ED TN ENT L TETIVHREEX
N7z (Nijhout, 2017) &S5, Fa VUNOERTEHE
DI T 0 RE N 2 RENH 5,

AT, BROBRERODAHEAZRKEL DDA
T 7, TibBHEBEGRO_ ERICH 2B 8F — VR
&, MRICHTZABOOERICDITER, FD5HD
T ISZ =V I DN T LTz, L L, TOD
HIEEENZEDTH-> T, BHEEKICEL RE THED
B0 ER, BREOFIEMK L T2 WMEDOE P HE
RE, ERCIIRL GRBERNEGRT 2EHERE TS T
W3, RE—VEOETVICE Sy 72y VD
EZHE, BRERO IOV AOEEICE IR L
T TOEZFTOMEERANVST LT, BEEROKS
HEERr BIET\NETH 5,



AREEHRETZHEFEZTLREED, ARICDOVT
AV MELEE o EEMFHF —HBELICELE L LT E
T BEIXHAEMIRESRRMEEHIE O T2 2
TVET, HEOEIIRIIE (17K19427) BITEH
RRPEIRBE H ORI X 0 1TabnE Ui,

5| A > ik

Alexandre, C., Baena-Lopez, A. and Vincent, J.P. (2014) Patterning
and growth control by membrane-tethered Wingless. Nature,
505, 180-185.

LREEEE (2013) invivo L7 PR — 3 » LARHART b
TVAY 2 AV ARFA URRICET 2 ELEETE
AN &R - BT 70, 82, 1923

Arnoult, L., Su, K.F.Y., Manoel, D., Minervino, C., Magrifia, J.,
Gompel, N. and Prud’homme, B. (2013) Emergence and diversi-
fication of fly pigmentation through evolution of a gene regula-
tory module. Science, 339, 1423-1426.

Brunetti, C.R., Selegue, J.E., Monteiro, A., French, V., Brakefield,
P.M. and Carroll, S.B. (2001) The generation and diversification
of butterfly eyespot color patterns. Curr. Biol., 11, 1578-1585.

Carroll, S.B. (2008) Evo-devo and an expanding evolutionary syn-
thesis: a genetic theory of morphological evolution. Cell, 134,
25-36.

Carroll, S.B., Gates, J., Keys, D.N., Paddock, S.W., Panganiban,
G.E., Selegue, J.E. and Williams, J.A. (1994) Pattern formation
and eyespot determination in butterfly wings. Science, 265, 109-
114.

Cott, H.B. (1940) Adaptive coloration in animals. p. 508, Methuen,
London.

BEEZ (2007) LB TREETHEORES IR, p.204,
LA, THE.

BEEE 013) BROEGR - BURIEE | BRIcH->T.
TR BEANAFT YD, 82, 34

Fukutomi, Y., Matsumoto, K., Agata, K., Funayama, N. and
Koshikawa, S. (2017) Pupal development and pigmentation pro-
cess of a polka-dotted fruit fly, Drosophila guttifera (Insecta,
Diptera). Dev. Genes Evol., 227, 171-180.

Fukutomi, Y., Matsumoto, K., Funayama, N. and Koshikawa, S.
(2018) Methods for staging pupal periods and measurement of
wing pigmentation of Drosophila guttifera. J. Vis. Exp., 131,
€56935.

TREEET (2013) RHOFESO—LREBRICHET IEH
DHIR. &% « BRI A 7w 0, 82, 512

ZREENT - ZREsE (2015) BROBRESHREMERIZKR. &
EME 2R (PR - SEEON - R T T B
BESRRARZ RS, A, pp.172-191.

“Hase 2013) b rARDKRBE(CEKRESE, TR - BN
AAT w7, 82, 25-29.

Gompel, N., Prud’homme, B., Wittkopp, P.J., Kassner, V.A. and
Carroll, S.B. (2005) Chance caught on the wing: cis-regulatory
evolution and the origin of pigment patterns in Drosophila. Na-
ture, 433, 481-487.

Iwata, M. and Otaki, J.M. (2016) Spatial patterns of correlated
scale size and scale color in relation to color pattern elements in

butterfly wings. J. Insect Physiol., 85, 32-45.

Joron, M., Papa, R., Beltran, M., Chamberlain, N., Mavarez, J.,
Baxter, S., Abanto, M., Bermingham, E., Humphray, S.J., Rogers,
. and Beasley, H. (2006) A conserved supergene locus controls
colour pattern diversity in Heliconius butterflies. PLoS Biol., 4,
e303.

Keys, D.N., Lewis, D.L., Selegue, J.E., Pearson, B.J., Goodrich,
L.V.,, Johnson, R.L., Gates, J., Scott, M.P. and Carroll, S.B.
(1999) Recruitment of a hedgehog regulatory circuit in butterfly
eyespot evolution. Science, 283, 532-534.

Koshikawa, S. (2015) Enhancer modularity and the evolution of
new traits. Fly (Austin), 9, 155-159.

Koshikawa, S., Giorgianni, M.W., Vaccaro, K., Kassner, V.A.,
Yoder, J.H., Werner, T. and Carroll, S.B. (2015) Gain of cis-regu-
latory activities underlies novel domains of wingless gene expres-
sion in Drosophila. Proc. Natl. Acad. Sci. USA, 112, 7524-7529.

Koshikawa, S., Matsumoto, K. and Fukutomi, Y. (2017) Drosophi-
la guttifera as a model system for unraveling color pattern for-
mation. /n: Diversity and Evolution of Butterfly Wing Patterns
(eds. Sekimura, T., Nijhout, H.F.), pp. 287-301. Springer, Singa-
pore.

Kopp, A., Duncun, L. and Carroll, S.B. (2000) Genetic control and
evolution of sexually dimorphic characters in Drosophila. Na-
ture 408, 553-559.

Kunte, K., Zhang, W., Tenger-Trolander, A., Palmer, D.H., Martin,
A., Reed, R.D., Mullen, S.P. and Kronforst, M.R. (2014) double-
sex 1s a mimicry supergene. Nature, 507, 229-232.

Marcus, J.M., Ramos, D.M. and Monteiro, A. (2004) Germline
transformation of the butterfly Bicyclus anynana. Proc. R. Soc.
Lond. B, 271, S263-S265.

Martin, A., Papa, R., Nadeau, N.J.,, Hill, R.I., Counterman, B.A.,
Halder, G., Jiggins, C.D., Kronforst, M.R., Long, A.D., McMillan,
W.0. and Reed, R.D. (2012) Diversification of complex butterfly
wing patterns by repeated regulatory evolution of a Wnt ligand.
Proc. Natl. Acad. Sci. USA, 109, 12632-12637.

Mazo-Vargas, A., Concha, C., Livraghi, L., Massardo, D., Wallbank,
R.WR., Zhang, L., Papador, J.D., Martinez-Najera, D., Jiggins,
C.D., Kronforst, M.R., Breuker, C.J., Reed, R.D., Patel, N.H.,
McMillan, W.O. and Martin, A. (2017) Macroevolutionary shifts
of WntA function potentiate butterfly wing-pattern diversity.
Proc. Natl. Acad. Sci. US4, 114, 10701-10706.

Nadeau, N.J., Pardo-Diaz, C., Whibley, A., Supple, M.A., Saenko,
S.V., Wallbank, R.W., Wu, G.C., Maroja, L., Ferguson, L., Hanly,
J.J., Hines, H., Salazar, C., Merrill, R M., Dowling, A.J., ffrench-
Constant, R.H., Llaurens, V., Joron, M., McMillan, W.O. and
Jiggins, C.D. (2016) The gene cortex controls mimicry and cryp-
sis in butterflies and moths. Nature, 534, 106-110.

Nijhout, H.F. (1980) Pattern formation on lepidopteran wings: de-
termination of an eyespot. Dev. Biol., 80, 267-274.

Nijhout, H.F. (1990) A comprehensive model for colour pattern
formation in butterflies. Proc. R. Soc. London B., 239, 81-113.
Nijhout, H.F. (2002) The nature of robustness in development.

BioEssays, 24, 553-563.

Nijhout, H.F. (2017) The common developmental origin of eye-
spots and parafocal elements and a new model mechanism for
color pattern formation. In: Diversity and Evolution of Butterfly
Wing Patterns (eds. Sekimura, T., Nijhout, H.F.), pp. 3-9. Spring-

101

CON /L8IOA 4Lz )\/hE



SANSHI-KONCHU BIOTEC Vol.87 No.2

er, Singapore.

Nishikawa, H., lijima, T., Kajitani, R., Yamaguchi, J., Ando, T,
Suzuki, Y., Sugano, S., Fujiyama, A., Kosugi, S., Hirakawa, H.,
Tabata, S., Ozaki, K., Morimoto, H., Thara, K., Obara, M., Hori,
H., Itoh, T. and Fujiwara, H. (2015) A genetic mechanism for fe-
male-limited Batesian mimicry in Papilio butterfly. Nat. Genet.,
47, 405-409.

7|55 - EEIEE (2016) ¥ mA BT 5Dy BlfgHE
T B THBOEN. FR- BHANIAT7v 0, 85,
5-12.

Ohno, Y. and Otaki, J.M. (2015) Spontaneous long-range calcium
waves in developing butterfly wings. BMC Dev. Biol., 15, 17.

Otaki, J.M. (2011) Color-pattern analysis of eyespots in butterfly
wings: a critical examination of morphogen gradient models.
Zool. Sci., 28, 403-413.

Otaki, J.M. (2017) Self-similarity, distortion waves, and the essence
of morphogenesis: A generalized view of color pattern formation
in butterfly wings. In: Diversity and Evolution of Butterfly Wing
Patterns (eds. Sekimura, T., Nijhout, H.F.), pp. 119-152. Spring-
er, Singapore.

Ozsu, N, Chan, Q.Y., Chen, B., Gupta, M.D. and Monteiro, A.
(2017) Wingless is a positive regulator of eyespot color patterns
in Bicyclus anynana butterflies. Dev. Biol., 429, 177-185.

Reed, R.D., Papa, R., Martin, A., Hines, H.M., Counterman, B.A.,
Pardo-Diaz, C., Jiggins, C.D., Chamberlain, N.L., Kronforst,
M.R., Chen, R., Halder, G., Nijhout, H.F. and McMillan, W.O.
(2011) optix drives the repeated convergent evolution of butter-
fly wing pattern mimicry. Science, 333, 1137-1141.

Reed, R.D. and Serfas, M.S. (2004) Butterfly wing pattern evolu-
tion is associated with changes in a Notch/Distal-less temporal
pattern formation process. Curr. Biol., 14, 1159-1166.

Ruxton, G.D., Sherratt, T.N. and Speed, M.P. (2004). Avoiding at-
tack: the evolutionary ecology of crypsis, warning signals and
mimicry. p. 249. Oxford University Press, Oxford.

Taira, W. and Otaki, J.M. (2016) Butterfly wings are three-dimen-
sional: pupal cuticle focal spots and their associated structures in
Junonia butterflies. PLoS One, 11, €0146348.

True, J.R., Edwards, K.A., Yamamoto, D. and Carroll, S.B. (1999).
Drosophila wing melanin patterns form by vein-dependent elab-
oration of enzymatic prepatterns. Curr. Biol., 9, 1382-1391.

Turing, A.M. (1952) The chemical basis of morphogenesis. Phil.

102

Trans. R. Soc. London B., 237, 37-72.

Van Belleghem, S.M., Rastas, P., Papanicolaou, A., Martin, S.H.,
Arias, C.F., Supple, M.A., Hanly, J.J., Mallet, J., Lewis, J.J.,
Hines, H.M., Ruiz, M., Salazar, C., Linares, M., Moreira, G.R.P.,
Jiggins, C.D., Counterman, B.A., McMillan, W.O. and Papa, R.
(2017) Complex modular architecture around a simple toolkit of
wing pattern genes. Nat. Ecol. Evol., 1, 52.

Wallbank, R.W., Baxter, S.W., Pardo-Diaz, C., Hanly, J.J., Martin,
S.H., Mallet, J., Dasmahapatra, K.K., Salazar, C., Joron, M.,
Nadeau, N., McMillan, W.O. and Jiggins, C.D. (2016) Evolu-
tionary novelty in a butterfly wing pattern through enhancer
shuffling. PLoS Biol., 14, €1002353.

Werner, T., Koshikawa, S., Williams, T.M. and Carroll, S.B. (2010)
Generation of a novel wing colour pattern by the Wingless mor-
phogen. Nature, 464, 1143-1148.

Williams, T.M., Selegue, J.E., Werner, T., Gompel, N., Kopp, A.
and Carroll, S.B. (2008) The regulation and evolution of a ge-
netic switch controlling sexually dimorphic traits in Drosophila.
Cell, 134, 610-623.

Wittkopp, PJ., True, J.R. and Carroll, S.B. (2002) Reciprocal func-
tions of the Drosophila Yellow and Ebony proteins in the devel-
opment and evolution of pigment patterns. Development, 129,
1849-1858.

Wittkopp, P.J., Carroll, S.B. and Kopp, A. (2003) Evolution in
black and white: genetic control of pigment patterns in Drosoph-
ila. Trends Genet., 19, 495-504.

IHOE— (2013) A7 IDZERZEREGE THEH] HSESMC
7o T Watl DRt UCEERERRIE. k- BRNNTF T 7,
82, 13-17.

Yamaguchi, J., Banno, Y., Mita, K., Yamamoto, K., Ando, T. and
Fujiwara, H. (2013) Periodic Wnt! expression in response to ec-
dysteroid generates twin-spot markings on caterpillars. Nat.
Commun., 4, 1857.

Zhang, L., Mazo-Vargas, A. and Reed, R.D. (2017) Single master
regulatory gene coordinates the evolution and development of
butterfly color and iridescence. Proc. Natl. Acad. Sci. USA, 114,
10707-10712.

Zhang, L. and Reed, R.D. (2016) Genome editing in butterflies re-
veals that spalt promotes and Distal-less represses eyespot co-
lour patterns. Nat. Commun., 15, 11769.


http://www.tcpdf.org

