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BHEEWICIES 24 TORWESF 7>~ [RHL (KA,
SWS1 (%5548 ), SWS2 (H41), M/LWS (7 - #5 ), RH2 (%
AN BEET 200, fRETEEFEBICLD Zhe 044 TS
BTEAALTOULR=F ) —%EH, BhTEREL TV LS—
P —%&F55 T 5, ZAUIKEEL &S SR OUBRBIAN OIS
ThdrELbNS, ERFHERICERS L 2REHOA TY vy
T a4 T, AT EELOKEE D ¥ (subfunctionalization)
LEDRAH =X L DM ENKT 2EBENETVTH D, K%
FHEIARGHLRIZE T T 7 4 v ¥ 2 2O THETHD TY / 4
oS TV VBIETFLS- Y —FHEL, ¥ T 5T 19V
PRI RO 3L L2220 M/LWS 24 7& 450 RH2 &£ 4
TOF TV VBETE#HEOIEER LT, Zho6DH T 44
THEETELIEYT 7 AR THEEL Tl D, T O R S & 2
IZLTWw3, BEIRENZ L2, M/LWS 24 72w T g RH2
A4 TIZBNTE KD REREZADY 7 4 4 7 oI,
His B ERAMHERCRIEL, X EREERZHMOY T 24 TH
MO e 5Bl BIS B2 6 T 5% B2 MR THREL T
W3, KR TEIHUWEA 7Y VIR L 8= ) —ORBIML
LR R DR % i % 2R L AERED SR TN, T L
KM THBETTT 4y Y2k A FHNDEETAEZERR %
LT, 2N 5 DORBHIEBBED R & SRMEET S 22T 5
ZEHEHME L, FRHICRH2 44 T TP v 0 7 44 T#s
T HARIENFE BRI 9 5 Locus Control Region (LCR) Dff)j%
ERFMNCMIT 2 2 L & L, AWIRIEHMEA 7Y viZDon
T 77 AREROBAE, BB R, FEBURAT A8 U T BN
X T VeI AN SELID FiF 7z, HBHEL 1A L 72 i
7O LMRET RS 2 LT RHCEBEE R O SRS
BL. 7/ 2L OWRICEKTE 2 L H A 72,

<WFZEBHBRIN DO BEZE ST ol >

1. ¥7574 v v 2%V RH2 #4 74 7 ¥V LCR @il
DEEREMEPT © AW E A EFERTICY 77 7 4 v ¥ 2 RH2
BATXATLVvDADODDH T A4 TRIGTFEELPACru—Y
FHUFL T\, 22 TR AN U TREIET & MIARR 2
12& D GFP ® DsRed VR — & —#{E T IZER L 7280%& PAC ~
O—rR, Zh 6D LCR & AKRDEETH LFOIE 5 K
ETFOEFIIBRLARZEPAC 70— VA ERTBZEICL
2o ThHEXT S 749y alMTEAL, KIHRDF / L12iE
ABIEFEIBZAD N T VAV 229 94 VIZBWTHEY —
7 — OHNETORBURAZE . M2 & ikl & TR %08 - TRIE
FTBHZ LIl TRHICKDET T T 492 20D4D0 RH2
B A TFH Ty VBIETORBMEIZE T % LCR & &@IZT DR
Bt S ORHAL B OZh R K O BIZF OB Bk, s 7' — 4 —
PO EWR A MG 5 Z &2 L7,

2. AXH=¥TI74 vVl EEEFSAICX S RH2
24 7% 7Y v LCR Wl OBEREMMT © AWF2E35 13 A G i 4 i

WAL HDORH2 44 TH T v D3ODH T 44 THBIZTF 5 &
D BAC 7 — Y ARE LT\, F 7=, RSO A, 5 £
AADRHA2 44 TH T ¥ VOBEBETH ERIZET T T4 v ¥
THRA S LCR RO R WSS 5 2 & 2 R
ATH 57z, kil 1FEBKIZ BAC 7 v — V24 3 BI5 DD
LR -4 —Eff, LCR /K%, LCR %, LCR — 70 £ — 4 —
— WL R — & —HEET Y 2 P 5y P OERETV. X F BRI
WALTAXAIZHITS LCR D RH2 24 74 7L v B R
NOEREFTANRNSLZ &IZ L, F/20 ZThEDODNAIV LT
I EXTI T4y v aliz, Bl CERLEZYT I T 40w
YaDODNAIVALITZ bEAZHMITEAL, WEIZKIT S
FB S 4 — v AR T 5 Z i Lz,

3. ¥79 749y vaM/LWS A4 TLXXT SWS244TD
BT HA T T Y UIEBIRERE & BUE S 2 HBENIE ORI - A
RHEFIET T T 49 aD2O0M/LWS 24 P4 &t PAC &
O—YEXEHD2DODSWS2FTL VA& BACr O — V%
TTIZHH LT\, 22 TEREFRA TV VAT % GFP %
DUE—Z—TEMBWLEIAVALZ 2 FE{ERL, ¥TF774
VaAdBNEA LI OZEINBEAL THIL K- 4 =2 hT
hoX 7Y VR OMREB S 4 — v # {84 5 2 L TR
5282l ZOLETHEIZEL PACH5WEBAC 70—
VHIERW R S8 E T B — L F -2 —a v 2 50 FodEA
IZ& D BIERESOBEREITES> Z&IC L, ¥T5 749220
SWS2 44 Fr 7 VIdH—3 Y —"Th 5 27 OHIFETER LA
RETHEL TWD, LA L., O & B 2 A8 R % 7R 96
WE A4 H SWS2 84 TH T VBIEFRIIZE o7/ 458
WIZgAON oKW, FITE¥TTT 492 SWS2447*
TV ORISR OMEL K — & — 5 A X HITHMA L, F OKERE
oMM A BGEL, BAC 7 u— e o B4R & ORI
FeIRIVE & FHRREES 5 Z &2 L7z,

4. hOMRBUCH T 3MEL 7 ¥ ViBE O HEE L IR
BRUORBOMH - ¥ T 57 4 9> aRA &R RGEOER
Wolrrfakie LT, £7 774V 2D@E 3 HEMH» 5 ) —
TATAT b+ T7%, AXHOBTIHMEHE» 537y E—L b7
YA EERNRITMA B ZEIZ L2, 2N OHWEF T Vil
FEFLS— ) —%%7 ) ADNADPSDMIETF /0 —= 72k
DIFML., 205 ORREREMEORIERZHEL, &4+ 7
VIBIR T OMEIETORI/ 4 — ¥ % in situ hybridization T/,
¥TT7 49 YaRALHORBGH ML S 2 — v L Wi T 52
iz,
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1. 793749 v 20 RH2 %4 74 7Y ¥ LCR #ilk
DOBEREMDT : LCR- (AT [ -GFP #ZFDOI Vv 2+ 52
PO, ROZh#@REFT5 L5202 =92 54 VOl
E4DFTRTCORHA2 Y T4 A4 THIZFIZDOWTIT>72, 2L T,
NS b I YAV 2 =y ZEKOKFMEIEIZ B 5 GFP 8%
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BEL, $5L.3200% T84 FIZOWTIIEBEORE 4 —
VERBILE, LaL, BD1OOH T A4 FiZonTiE, Ak
RO NEH—EBOFEIK T L A FBLL 2 WBIE T TH 5 DIZhh
b 5T, GFP PMIREIR TRELL 72, Z OMUE T DO RBBSEER
IZIFHEM— S ORI IC RIS & h B Did. LCR & DAt a7z
WTHBEEZ, ZOVTEA TBIZTOARDREE S5 -V
3. GFPEMPACZu—vick->TldfHEN 3, 22T
PAC 7 u—VIZkW\WTC, LCR %# ZDEETFOHE FIBHEL., Z
DY T 2A TORBNLENT B2 &R, T5L, RBUIMEIE
DL AL > 7= P EORERIE, K97 4 4 T#EIZ T OB
A, AT E LIS B R RS & . LCR & OfLE K
Ik > TREIN TS Z L ERT,

2. AFH—ETI74 vV MBIMEEEEFEAICK S RH2
24 7% 7 v LCR HUBOBEREMHT © #x 4 5 RH2-LCR I
A& GFPEIETF LI ET T T4 vV alRICBAL =L T A,
AR R 2 BB A2 FHE L 22, Zo8%IiE. LCR 2, flsl7
F TS BEBEMICR XA ZH - X T T 7 4wV afITHRIEE T
BT LERT, DFIS, AKX HITET S LCR DK% Eik BAC
sa—YEROTENI§2Z 81207, ®PNS, BACZu—V
HD3ODKY T 44 T#IE % GFP BETICER Lz, Th
S5AVALNTI M EXALAMIEALLEZ A, HfMllaT GFP
AFRBLU 72, Wi, LCR MIAIMHE % GFP & BAC 7 u— U
LRIEERT, THE, 120 T 44 THEIZTFIZOWTITRE
MBI LD, D2 DDV TERRELNILYEEDSL Lh >
7z ZHiE. LCRATRTOH 744 TBIETORBICHE K
DI TRENZEEREL, XX HEXYTFIT 492 TLCR
OO TIZKRERENDDH B I L EB®RT 5, RRIZET T
T4y YaDPACIU—VEAZHIZEAL, THEXYTT
T4y YDA A TEIZTORBN X & AR THE ST,
ZHIZLCRORIFMIC KB EELON S, 612, KV T 44
TEIZTORISNG -V #FARDZ L, ¥T577 4 9 ¥ affilliCk
FBDLRMKD N8 — v —HE SNz, THERBS X — V5
LD KDY AP OHEIZZ > THIHTE 5 Z & 2RKT
%,

3. ¥75374 9 Va2 M/LWSZAL TLAXHSWS2 24 TD
YT 24 TEAT Y RBREREEBLE T S REFRORE - ¥ T
57 4 v ¥ 2 SWS2 AT ORISR % FlE Lan Uk L 72,
MBS BHkiE. x &, 720 Mot n EOBsE 1 HIZIZR
FIN TV, BlEEHNTRRENE AL, ¥ T 5
T4y 3RS SEPOMEE LTSRS B
b, M/LWS * 7 VBT Emici3 g FHE XY T 57 4
v [ CIRIER 2 sk % 2 SR L7z, A 47 D SWS2 & A4
7. M/LWS %4 7O 7' v —7 % Tin situ hybridization &
i, ZThe OB TORBEMRE L2, A X HDSWS2 i
2THOY T2 4 T &, MECTOREIRD KL, IR
AO—EORF I N T2, A X HTIZARENIZAEL L8
HFERNZ A U7z 2 /8 d 0. H~HFE T ¥ 712 8 i
ZHEMON TS, ZhbDMTSWS2 B FOREE#HNT
ABE, ~HERELTOBRHERM A EREL TOEHBED
Motz, SWS2 44 THUM/LWS 24 74 7Y Vil FZh
FHh2EET 4 G0 BAC 70—V ARAE L. KEET & L E—
A —DEBRIY AT MEBIZET L,

4. hoRBUCH T 3ME L 7 ¥ ViBE T O HLEE L WD R
ROSEBOMH : #—F 4 F LT b IO M/LWS * 7Y Vil{AET
IIX LWS @7 1 e MWS Bz T2 EN S 52 %7/
LR DNAZ U -V LTHEETSZETHEMI Lz, —K
RH2 & 7Y VEBIEFIZ—8OT sV VAR THE D, BEETL

LTWBZEEHLEMILz, SFMHD M/LWS £ 7Y Vst
& FRER L. RO E A IR L= 6%, LWS & MWS RIZ T
<. 2FOMLS & 7Y VT EMIGERA ML Tnb 2
EEMOMIL, Ldi-> T Hih/: RH2 BIZ T OM6E %
ZTFEBELEZM/LWS AHEL T2 EELRDH 5, 200
MWS 47 & 4 71 DO WIGR 53 AR D WRIPCR 5 4 6 1= B 5-
T37 I By A FTREMEOL VD, HHEADT I BRE
Pz AErCTnBdEEINN,

7y €= 5 3 BMBMOE D5 24 TETOL TV VBIET
AHEEL7-, M/LWS 24 FI2i3 408 OBETHEE ZOHD 2
JERIIZAX 2 RFLP £BIR U7 IV BERns 52 L2 RHL
Teo 27w ¥ =TI SR SRR A oD WU & D £ 1 5% 90 AR )
FHICHRE X Tz, Tha b 726 85T EOFEEBIIMI X
NCWhhorz, Lo T, ZOBBTFEMBZNEHTT S
EEZONT, TITHRERIZK D ZRINHET XM TCWBZ &
EWGES B72012, FEMTHS M) =4y FEOEMAY VT
EAF L. BEEASIL L0 L8 E M/LWS 5T & tho iz
TORMTHKTEZEE L, ZDEOICT ) LAXBIROW %
BT, ZTh o OERESIREEED TS,

FrOACBELTCRARBNA FIDFLET 7=V R—2D
FILTA4 T3 —EER L., ZINE544 TETOF TV Y
BEFEHEEL 72, [R>S LR O X 2, v o)y
F. Mo d TERFRISLIC RH2 EZE T OEMEHE L - H
PRI X Nz, F 7z, ERIBIEIZANG TRFFIA b3 e
VIaDOH VT LEAFL, ThEhoet 7y ViBEF% PCR
WCHEEL 72, Z LTS OB AT 20, BIGERS 3R
M CEDEWIE AW LML, 51T, MY 4o 2fH
DORH2 ATV vk, 3RME BMIEENSLL Tk nZ L
BHE P57, ZL T, —HDRH2 A TV VIGHETOR
BB TERWZ EAWS Mk 57z, ZThoDZ & Mo
A, ZTOWHEOEE X 6 PHREN0 L33, BRI
WHETHEL XA T2 v LoS— MY — &R CTIRSFII M
LT3 ZEaRL, RARERISEOZEE AL L E @R LM
{LIZHEOD LIFR S AW Z & Z/RL TV 5,

<M T OB O DT >

¥75 749y aOBEMERA2 & 7 ¥ VIZO0WTHRBUHIMERE
OMEALBFED —IHEME 2T 52N TES, ZORFITTBE
BIETORBUMEIZECE @B L, T ABOMWEA 7Y Vi
BOTIEYID TOWME & & b @RMEIFZFRICEE L EikE & 5.
/2 AXHEXETTT 4yl BITT ) LAFENEA
NEEEREFLAEMTH O Z ORI & D U 758 (5T HIE R
DMEALIRIEBNAZTETAr — 212k D 25, X5HICALHITH
~HET OV TIEL AL, 7Y VR T OMIETO KBS
4=V EEEFM T TE 2R E 3D, ZOX) &BlA»D
DI T2 VBIETRESE — ¥ OIBIRHTZ 2 E TIZ &0,
A=FTAFNT P FIZBWTRH2 A T ¥ VBIZFOMEE M/
LWS # 7' ViR F OEB & L2l - Tz 2 & iEHHES Y
DX Ty VEBETHRICBOWTEEARREVLAS, Yy E—D
HEHINER SR 48R L L CRITITEEIZ L= 2 &id. @R
RO A% S FTHEMOBZN LREMEOEN-ET VL E S, |
70 F ORFILLE#E TH O THIWE A 7Y v 2L S— ) — %
HEiL-ZeTd b, RRBRREOZEN LA TV VIR FHHD
B OPRIZAE S ETE 5,

<ERTZAhPo7z2t. TRESOWME. Zoih>
—D M/LWS # 4 T4 7" VIR T3k % e FEER S F & et

—221 —



UCEHMEBEMKSTE S, WRIESERUETE A2 o
7z MBBNEEOBEFETD 4 VIS BOBHIR T+ — LT 4 V&
BEITHTRRIL L2y v RO Yy B0 EDRWPEL TS
REMESEL NS,

<LHBko}E. BA>

Y757 4920 RH2-LCR & &4 DBIAZT LS & AL
DEIITHEFERLTRESZ -V BER IR TWEDO, % LD
PRSI L T B H B, AL AITHWTE RH2 BELS
4 — 2 AL O IR A NI & 22 L, SWS21i22 0Tk
BACZu—YIZGFP 5%\ dDsRed L K— & — %@L 723
VANIOVERWE NI VA 22y AL A ESHERBITL
T BERSS, h—F 4 F0LT b FHBEIZHT 5 M/LWS +
TV VBIETORB S 4 — v EPRE L. BRICY T 4 4 TR
BT ARBNNA =V RRESTVBIER TP >TWEET T
T4y aRA LR T BERDH D, /20 1—T 4
FUT I THEICERSEL 7 MWS A 7Y VBIETFOEDT
I REBRPBINIEEDZENE G 725 LzD D, site-directed
mutagenesis & VB TR O Tk EHOTRET 2L E1 b
5, Zy¥—EL I ADETDEA TOFTY VEIETIZHWD
T, WL TCORBSH — ¥ % in situ hybridization 12 & D P& T
ZUERHS, TEI, Fy¥—, VUL OERF TV VEBIET
LFISE A ZHRE T T T 4y ¥ 2 OFEBIFEIRERE & O¥E A
WA, WIST2%E YT 574 9 Y2048 HNOEIE
TEAZ X ORI AT > T BERH B, 7y E—DEK
LREVEICBEI LT, M/LWS & 7Y VBEET OB LSRR R O H
PRBIROKRGE %D 2 LB 5,

<WFEBIMDORRRALY X >
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