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The research progress of morphogen-regulated cell morphogenesis
during Drosophlia wing disc development

LIU Su-Ning WANG Dan SHEN Jie ™

(Department of Entomology, China Agricultural University, Beijing 100193, China)

Abstract Drosophila wing disc is a good model system to study the cell morphogenesis. During the development of the
larval wing discs, morphogens secrete from high concentration region to low concentration receiving cells to form a dynamic
gradient. Morphogen signaling pathways regulate the cell morphogenesis, survival, proliferation, and differentiation. Up to
date, three morphogens have been identified in the wing discs, which are Hedgehog ( Hh) , Decapentaplegic ( Dpp) , and

Wingless (Wg).

In this review, we summarize the functions and discuss the molecular mechanisms of these three

morphogens in cell morphogenesis.
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19 {23 60 41X, Lewis Wolpert 7 H 35 4 i
1 R A o i R A% B BUE R (morphogen )
AR IR IR T & B U 32 an i % B 2
5y 3R IK A R B bR AR Ry X3 ( Wolpert,
1969) . v EWMIER I KR ERNES ST,
M ERXE E‘Jéﬂfxxﬁéﬁiﬂﬂé\ﬁi#ﬁwﬁﬁ,ﬁ
R B AR T LR R S v R
PP A R AE TG A Avis A RE SR R A . TR
T HESH W AE HESH P rh A Ak K B T 2 B & B K
JER ENEAR R R b BE QR SF 0 &8 B /Y 15
KH A P R B A A 45 ) AE ) ( Briscoe
et al. , 2001 ; Chen and Schier, 2001 ; Gurdon and

Bourillot, 2001 ; 3¢ #5145 ,2010)
1 RPFHREXSSR[/ERTLE

U ARk, B A XU H R IR R B Drosophila
melanogaster 43 K 28 1 7 (%) AN W 56 3% , 55 X ) fig
WERARWITR A, S0 C 48 B8 A B 2= BF 5 )
HEBEA DY Z — (KR TRLA, 2011), i
B RAT R A AR N BB R F TR, 3
ZFoe — I A i A 0 S Ak | 20 M E L 4 P 3
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#: ( disc proper, DP) ( Auerbach, 1936; Cohen,
1993) , e WA 1 50 > 7 A 41 B 20 i, ) 4 H i) 45
WIS, & F F R 2 50 000 475 45 4 g ( Garcia-
Bellido and Merriam, 1971; Madhavan and
Schneiderman, 1977) , AN K BN B, M HF A
TR AR R, gl E) 2 iR,
2 BT A 1Y) 0 TS = S A BE SR DP A T R L
KRUAE R AN , PE v [i) DX 358 20 10 T i 728 e 8 65

wa)

[ ## X notum
] ##X wing pouch _
[ % hinge G

ARANAE , 71 G 7 10 20 TS O 5 5707 4%, 65 7R 4
J 5 01 % S 7 VR AR B — SRR A R R, A 3
T &, DP 40§ 2 R 5 DX 58 40 O Pl 100 o 42 446 %
P BETE T8, 4 40 B )2 40 53 R 75 AR IXC (notum ) | B¢
5 X (hinge ) 13 4 X (pouch) . F| 3 # KM, 4h
HU A ZFIE SR A AR 1A ~ C) B 3EA
Wl e A5 75 & B ( Garcia-Bellido, 1975)

[(JHh [lDpp W We

1 REPFEHHBANERLAELIER 3 WMREREEREEX

Fig.1 Morphogenesis of the Drosophila wing imaginal disc in the larval stage and

expression patterns of the morphogens
L (A) 28 (B) (A3 % (C) 2y Ui 28 FE A8 B . B/ AR H/N fold s 35 R [l 9 B 65 N 583, D
H/H fold; 75 1] (¥) 3 ¢/ £ 578, D B/H fold ; I b 7] Fry 33 4 /8055 18, V B/H fold ; i I A ) B 5% N 03 V
H/H fold, #A &M 7 A x-y BP0, A B BN y-z SSFI, F B8 x-z S . D. 3 R B 008 18

3 2 I R IR

Diagrams of the wing disc morphology in the first (A), second (B), and third (C) instars. H/N fold; hinge/
notum fold, D H/H fold: dorsal hinge-internal fold, D B/H fold: dorsal blade/hinge fold, V B/H fold: ventral

blade/hinge fold, V H/H fold: ventral hinge-internal fold. In each diagram, top left shows the x-y view, top

right shows the y-z view, and below shows the x-z view. D. expression patterns of the morphogens in third larval

instar.

e N5 8 4 XU R/ S R TR R AT
B I il b R A0 B A3 25 5 4l SR R o B A e A
il IR 3Bk F R A0 e A A, — /N T &)y
e, I0 A DX A0 T 46 46 T SE T AR A B E %)
HR BN, R i 52 2 05, 728 i e i 33 (1 2)
(Pastor-Pareja et al. , 2004 ; Aldaz et al. , 2010) ,
TEX AT R, S & Dorsolcross ( Doc) F K 18 i ¥
I A o 4 Jm B 1l 2 SRk, R A A Y A Rk T, i
A XV B K A ZF A B O R S5 4 (Sui
et al. , 2012) ., R )5, Jun N-terminal kinase ( JNK)
55 RRALIE PE 20002 i B i A5 AR R Rl A, A
A2 3E 3 25 i AR A ) A Ah 0 A B 3 72 (Agnes

et al. , 1999 ; Pastor-Pareja et al. , 2004 ) , ##%¢ [X
P03 20 L 23 e A 3B Bk 40, Dpp \EGFR (Notch {5
5 IE LG VR T3 Dk A0 B i iz % AL (Sotillos and
De Celis, 2005 ) , i 2633 JJk 20 i 23 A7 7F — 25 19 40 i
TSR | 3% — 20 T 50 ek A8 oo 72 & EGFR {5 %
P E-cadherin 33k B 8 37 B (O’ Keefe et al.
2007) .

WZE R E B, BE £ JE 1A (selector gene)
3 Ao TR A A AN ) ) S R0 3 2 2 R O3 o 27
TR TE], B 18] 55 B Ta) A <8 09 1 52 FR O B D] 32 R
( compartment boundary) . & [E] 371 5L 40 fg /E Jfy 4H 21
# (organizer) il i 73 WAF 5 43 7 (A B UE R ) 5k
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Fig.2 Metamorphosis of the Drosophila pupal wing imaginal disc
AR 3 A U T R R o R LR R R /IR R TR 3 S, O\ SRR T/ S B AL 2 S B R 3 i
Ay B F VIR R C.o AR 38 3 DX I 0y 75 I B 18] 300 4T & s D 85 R A0 I G 2 5 Uik
WAL TF IR B, — T8 3 Tl T R R R B B XA AN B A S

A. diagram of the third instar wing disc in the x-y view. The horizontal and longitudinal dotted lines indicate the

D/V and A/P boundaries, respectively; B. diagram of the third instar wing disc in the y-z view; C. in the pupal

stage, wing pouch cells fold along the D/V boundary; D. the squamous cells begin to degrade from the stalk and

part of the squamous cells fuse with the epidermis. E. wing pouch is everted out of the epidermis.

AR S 240 D PR A0 R B A A AN 7 O3 A R s
A KA DR TE A 10 20 B T 500 A o SR IH ZF R i
FE b 32 =P P AR R A B, R/ JE (anterior/
posterior, A/P) [ [i] 31 5 F1 /88 ( dorsal/ventral,
D/V) g la) 3 5t o B/ )5 B TR) i 58 25 % T bR
W— HAFAE, B E R E 7 B engrailed
(en) ¥ 7€ ( Morata and Lawrence, 1975; Kornberg
et al. , 1985) , en H1EJ5 &R 40 i 35, B i i1
e Sk IR T8 5 T A E OB R Hh (95 0, JF i
5 b (8] i B %) Hh ggma o (& 1:D) (Tabata et al.
1992 ; Zecca et al. , 1995), Hh 2 — BB E
5031, B Al LA ) iR 1) S 1) 4 3, v R
B, FUA SIS B ) 30 5 0% A A e 452 0 Hb £
S0y 1, AT JF Hh {5 %5 il B ( Tabata and
Kornberg, 1994 ; Torroja et al. , 2005) , X S
Hh {55 /9 40 M 7 T 33 28 poo XK, BT &R ik
Hh (4 ¥E AR 3 P — 5 b — Fh 8% B B R Dpp, (8
o aX LE A L R R ZF R A E T (K 1: D), Dpp
e—-MKEEFES DT, B T TCF-B KKK
(Padgett et al. , 1987) o Dpp {55 7> T NGV 4
JIE 1) 7 16) 38 K , S 2 BB % SR A0k B
JE$5 T HE bR Rk AT DI A 3R 3k, DX Ik e o 45 3 2

ARG, 2 E 20 O A7 3% , o O IE 4 1) 20 LR 350, 45
Hl K 7~ 2 B (Lecuit et al. , 1996; Nellen et al. ,
1996; Shen and Dahmann, 2005; Zhang et al. ,
2013) ,

T/ W B 1A) i SO 8T 2 W Bl 2 o — b
%143 ( Garcia-Bellido et al. , 1973), W8 # i K
apterous (ap ) 1575 W 1] F2 35 , YL 7E 5 B 5] 410 12 114 i
18, O T /1 B 1) i A B I A R, i R )
NJAS & 35 Ap ( Diaz-Benjumea and Cohen, 1993;
Williams et al. , 1993 ; Blair et al. , 1994), 75/i8
I [F] 30 57 200 i 3 3 19 A Noteh (N) i 56 52 2% 114 32
H. % W ( Diaz-Benjumea and Cohen, 1995; Kim
et al. , 1995; de Celis et al. , 1996 ; Doherty et al. ,
1996) ,¥ih N A5 5, IS 565 3 b ds B WUE R
We e/ IR R A A N Rk . 7E4hd 2 & h
W), W d5c SE 70 T R 5] 55 16 B 1) o 25 9 22 B2 0E ) —
/NG TP 235 ( Wa and Cohen, 2002) . [ 5 1E
2 iy AT, A T B 0] 340 5 A0 BB N AE 5 000 R
ik We( Williams et al. , 1993), 7£ 3 58] ,%6 1
A W 38 PRI v B EE X (distal hinge ) JE B, B
N We WIR(IE1:D) o 153 B, We 55 2 3%
K FRAE I Ui BB X (proximal hinge) 2, Fk  Wg
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IR (B 1:D) (Baker, 1988) . 5/ I 4] i1 54 4
Mu R IR I 10 HF o W W, KR B A5 33, B Bl 3% 22 1)
W ¥ FEH6 B, 32 i JE AR JE A (1) 6 38 (Zeccea et al.
1996) .

2 3MBEAREIEXNESHERE

B UE R AR T Al i sl 45 9 08 B
I R U A ) A S s i DR, AT 81 79 32 25 4 i 7Y
A if s, N4 43 Hh Dpp £ Wg 3 3 Fif
B RUE R 5 1E A5 S B

Hh {55 38 # : 5 b (8] 40 i &5 0T 43 i Hh 25
FIL B S Hb ] 57 R ) 52 5. 5230 w5 R ) 5
MM E&7A Hh 32 {k Patched ( Ptc) ( Chen and
Struhl, 1996) ., Hh 5HZ KK 455 1k T Pte X}
Smoothened ( Smo ) 1 1 %] /E FH ( Alcedo et al. ,
1996 ) , T 3% Smo., HEIETE A Smo fEFH 1L T %
i Costal-2 \Fused ,Suppressor of Fused %5 4H i f{) £
1B A RI% i 5% s I F Cubitus interruptus (Ci)
fdi Ci PRAp o ST 2, AT 2E A 400 JH A A1 a0 9l
PEAR L K (9 5% 5% (Preat et al. , 1990; Preat, 1992,
Schwartz et al. , 1995; Sisson et al. , 1997) ., Joik
U3 Hh 5550 F 094 i, 2485 B 25 1A ) £ i
Ci th 155 ku (9 5% SRS S M 29 75 ku 1 CiT5
e AR 25, AT A 4 9% B P A e 5% ((Aza-Blane
et al. , 1997) (K 3:A),

Dpp {5 538 % : dpp J& Hh {5 5 1 B 49 $L AR Sk
PRl 2 — > 2l R B0 B ) 300 5L 40 i rp 3k
Dpp & 52 & Thky Al Punt 45 & J5 B R L Tkv
(Ruberte et al. , 1995) B l2 L 19 Tkv ¥ Mothers
against dpp( Mad ) # W2 1k} B0 &5 19 pMad, $5 4%5
pMad I Medea JE p &2 & 1 2E A 41 il #% ' ( Gao
et al. , 2005) , M T UL BR 56 5 40 H) K F brinker
(brk) ( Winter and Campbell, 2004 ), 5] Dpp ¥
FRIEH U optomotor blind (omb) | spalt ( sal) %5 1Y it
F T AE A RN B X dak 22 35 (del Alamo Rodriguez et
al. , 2004 ; de Celis and Barrio, 2009) ., 4 Dpp &
T T ANAEAENS B A P 7 Bk DU 40 A EE AR
F A ) £ 3K (Minami et al. , 1999 ), daughters
against dpp(dad) {5 Dpp W 356 2 — 7t
U152 Mad (0] K 5, 51 5 5t 4% Dpp 15 5 1% )
(Tsuneizumi et al. , 1997) (] 3:B) .

W {5 Sl 2 We AFETERS, 4 LA i Zw3
( Siegfried et al., 1992 ), Axin ( Willert et al. ,

1999) F1 APC( Ahmed et al. , 2002) 24 i 5 (1 &
AR HE Arm (Aberle et al. , 1997) By MR, L=
ik We {5518 % (Cadigan and Nusse, 1997), 24
We fFAERE, We 5l Fz2 1 Arrow 4 % 09 Z 1K &
B 5 A, T I Dishevelled, 3 3 &5 1)
Dishevelled 2= F i Zw3 B35 J7, Mo 30 1l Zw3/
Axin/APC & H & & 0036 J1, i Arm fiig 25 HFR
il I e 20 M B SR AR B, A EA AT, S
dTCF I E G, =5 Wg B bR 5 5 (9 5% S5 s
( Brunner et al. , 1997; van de Wetering et al. ,
1997) (& 3:C) .

3 REREENESESHEEAS
cilial:obicE Tl A

3.1 Hh @FHEMEREENZN

SR 2)y HO 2 S8 — > il 2 40 (DP A1 PE
MR ) R BEAR G5 K . DP i Y fe A BB B
FEAR A0 A , PE 20 A0 v ] DX 3708 ol 6% otk o dobh
WHoE Won , Hh @ % 2 5 7 PE 40 )2 09 40 i JE 35
KMo hh BEPR AR AR B K R L F IR 4
189 7 7 VR 0 A A B A H5 i 0t R bR 40 ML s A R
J& , hh DIRERY 2%, JF AN 52 i A% 4R 400 P 1) 08 50 kA
(McClure and Schubiger, 2005) ., hh T fE 25 1Y
[ i i 3% 2k R B RE AR Dpp, 7T LA B Rk
0 M AN BT R R B o AU, Hb A 5 1 005 2
T4y s A G IR 0 )2 Y T S K A ((MeClure
and Schubiger, 2005) , WA W5 k& hh £ N TE
SRR R b R A0 B 50 & A ((Larsen et al.
2003, 2008 ; Mulinari and Hacker, 2009 ) , % 8] Hh
IS 5 2 PSSR E R AT SR kA .

3.2 Dpp MBFHMERRENHIN

Dpp 15 5 il #% 1 2 5 9 95 [ B PE 40 i 2
HE AL, W58 & I, 16 PE 41 i /2 38 i Ubx-Gal4
WK Bhid R A AT Dad SR Dpp {5 5 1%
5, PE A0 OR 35 S7 07 8, AN R 728 Oy il R R 40
T/ J I () 340 - A 1) 7 B () 7% 3, i 65 B Dpp
5T R T X 5 R AN M 0 R R e A T/ R i A
s dE # B B ( McClure and Schubiger, 2005)
] if 3 % B, i i 2 1k Dad AR08 2 90 5+ %
P&, W PE 2 DP 40 i )2 R J& WA 58 4 4l 57
MWAE ARG, EMNZHAE - ERENRER, #HZ
F| Dpp 1§ 5 09 # % ( McClure and Schubiger,
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Fig.3 Signaling pathways of Hh, Dpp and Wg
A. Hh {5 5 % ;B. Dpp {5 5l #;C. Wg 75l
o AR S 8 B R AT IT I AR S B R
A5 U AR 5 1 B B0 I (9 15 S 2 it

A. Hh signaling pathway; B. Dpp signaling pathway;
C. Wg signaling pathway. In each panel, the left is
the unactivated signaling pathway and the right is the

activated signaling pathway.

2005) .

Dpp 5538 o4 4 15 40 2 5 22 52 mi A R 40 i B
o WHFERW], 3k Dpp 155 09 40 i 2 % AR 40 i
T, M fil & Dpp Z 4K the M A2 3K T basket
(bsk , 4wt C-Junn-terminal Kinase 25 H ) f{ XN 58 A8
SOl RERE A3 2k Dpp 155 A4 [R] I 410 o 200 fid o 1,
IX B [ 20 M 2 FE AT 40 B AR Y T RS, B
745 o e A L T i Ak 4 P B e 2 A HE 5
#[X (E 4) ( Gibson and Perrimon, 2005; Shen and
Dahmann, 2005) . 7E AR 40 M0 JZ , h 57 05 7% 16) A%
ARFGH Y 72, W2 Dpp {5 538 B 1415 21 1

SR, 20 ) T sy 380 6 it ) R E 2 1S A, 400 Y 2 el ek
1 5 41 M T0 0 Rhol 11 Myosin 11 ) 1% 7 ffi i F %
ARG T Dpp {5 5 B P A B AR B3 2% 6 1
AR i e JBE A R, W] Dpp 5 53 B AT LA 3 i 9
%5 Rhol-Myosin 1T & 48 > ¥4 7 4 i fY & 2
( Widmann and Dahmann, 2009a) ,

e

B4 wIEMEER Dpp FSES
EHRFHEEE
Fig.4 Extrusion of clonal cells lack of Dpp
signaling from the wing disc epithelia

AL SR ZEF T R B Wi Sk P 46 O Dpp 5 5 35
IR O RE AN MR B. WA A U)W R A . SRR
HN2K Dpp {55516 15, Se 0 AR 5, foe Ja B BF
)= o

A. diagram of the Drosophila wing disc in third instar
in the x-y view. The arrow indicates a clone loss of
Dpp signaling; B. clonal cells loss of Dpp signaling
are shortened and eventually extruded from the wing

disc epithelia.

20 J T2 5 A0 IR R A I R R A R (H S
HE A 2, 5029 i 40 ML M fE . Dpp (9 $8 3 [
optomotor-blind (omb) F2 X W EE )5 , TE A T X 7/ )5
W ) 320 5% 400 D 2 4 6 9 B, DT O B — 4% I I /Y
VR 14 (Shen et al. , 2008 ), Omb L — Fi Xt FK B i
JEE BB BT 20 A 75 1/ J5 B[] 300 5 i) o ), HG e 8
b FEE T 0 B S B 1 R 2 L 4 B R Y R 4
21, M as 2 AR . Omb 7888 2F I 09 86 2 53
A AT LLBA O TE B 1 20 ME 30 A= W0 2 ot
45 240 2 T A AT B — B 40 B S RN 43 T S B
) (Shen et al. , 2010) , Dpp B 55 — #0453 A sal
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Bl BT B R A 2 ol #AN I E L
( Grieder et al. , 2009; Organista and De Celis,
2013) . X LB AT IE UL Dpp A #L AR A & T
Dpp {5 5 4% 5 X5 20 M T8 37 & 2B n 42 il 4

3.3 Wgi@ZF @KL RE EH&m

W {5 5 3 B 75 1R JIG vh X5 40 i E 36 0 4 T 2
5% (Larsen et al. , 2003 ,2008) , b |5 A1 4R
WRETEBZF T AIEN . We 55 38 B 1) 5 sk
T Arm BAXMEAEH, —F 2 E RS 7,4
W {5 5 BOE I, Arm A A0S TCF AH H
WO R bR R R O3 A — Bl R R B A BK R A
(adherens junction, AJ) BBz [ #5085 H (E-
cadherin) 5 JJL 8 £ 1 (actin) 40} F 28 /9 1 224 1]
(Nelson and Nusse, 2004) ., E-cadherin H shotgun
(shg ) B DX 4 B , & — Aol [m) g PP S 6 2 1, £ F |
Kz 40 e By 52 B PE ( Gumbiner, 2005) . E-cadherin
ik EAIA BT 40 i 4 % ( Dahmann and
Basler, 2000; Foty and Steinberg, 2005) ., [A] i E-
cadherin 1 /2 40 it JE 350 & AE I b 55 04, shg 78 S5 2%
TR R A0 AE W OB S & K (Tepass et al.
1996) .,

3 Y 4y O A X W {55 55 AR 40 g T
Ui 1) JU it 4 8 FEE AT OG0 A AN B N 2 S A IO iR
HI N7 7 U ) IR A0 L e A o AR RE A BR ) R
ik Wg B Ao £k Am ™ 8, We 5515 %, 5
3 U LS I, R ) 40 i LG R ) BB A A A0 v
VLB We {55 104 ok 76 40 UL 0 L & T RE I A AL
B2 #E 48 B A9 $7 5 ( Widmann and Dahmann,
2009b) ., Arrow J& Wg M Z k22—, #li& arrow &
705 A ] B 296 SR 91 ot 4 B O T2 Y P35S 2R Y B B 4
HE, K BLIX Seqle R W 55 4% 5 14 v B 40 0 To s Ak
S TR 0 2 20 2 AR 40 B 2 HEBR ) 25,
b 4 J0) 5 57 2 AR A0 ML JZ IS 3 o AE arrow 587 4N
Ja H FA A E A Arm ™ W T 3 RRSE B, 26
A8 20 JH P ST K T L X SR T 4 L 3 R DY I Wg
15 5 1 R4 2 40 DX D v B8 0 g ) A P2 0 5 Y
( Widmann and Dahmann, 2009b) . 1 £F & 8% X Hl
Bl AR A0 1 Arm™™ 5 A A 0 [ R 23 A T S
Mk, DL TE W {5 515 S 85 19 X B0 08 5 51 =
23 38 20 B B T B o T L A 3 5 X G B g8 AR
MM EA AR A T, BT 25w A A A
M A IE 5% ( Widmann and Dahmann, 2009b) , 5

arrow 5 7% vO BE AL AL, We B A2 B 4 7 i
KAWL AR &AM, We il 15 F she
FERTEBZE Tk | she B R 1Y 5 748 wl i 1t Gk
Yoy g FIC AN MM T sy [T, AT — 26 5708 40 i 23 MR
Wig BF HY ( Tepass et al. , 1996; Jaiswal et al. ,
2006) . 7E FF B ) X5 E R A 3 g XN I OE-
cadherin {9335 | 3 46 [X 3k A9 40 Af DA T01 it 2] S 3565 19
7o B O B0 B S, W] E-cadherin 23] T fR45 40
M= B AE B ( Widmann and Dahmann, 2009b)
Vestigial (vg ) V£ Wg {5 5 18 % A4 #0856 (4], 2 o 4%
DR A A A= A B 20 5 1) ( Couso et al. , 1995) 15 £
W5 vg 0 Tt We {5538 B 51 /9 40 i 2
% B TSI capping protein o ( cpa ) B %
K, T UL B & R R AR R 8 Y 40 I R
(Janody and Treisman, 2006) , H 28 g4l &
T3 4 X 3t ol A0 L 1) T e [T s, 3o R 38 Vg B 38
Ree: 241 A 388 48 IX O T ) I A8 Ak, T A B X R AR
T M1, IX SE 45 SR U Vg 71 Vg Rk XA
T EAEAE Vg 3k DX 0 125 36 il 4n i P 3
B 2 A% ( Baena-Lopez and Garcia-Bellido, 2006 ;
Widmann and Dahmann, 2009b) . [&] #£ 76 35 B [A]
NV Ve i TR )40 M Lk B A e A B, TR
R e f bt Rk Ve m] RUA S0 42 2E 20 1 i
Pk, UL W] Ve & OR 55 Al i OE K R T 0 5
( Widmann and Dahmann, 2009b) ., il Wg {55
JIT 3 B ) 240 TR A 8 A AT DA i 3k Ve #B4
WAL ULH Ve & W 55 I8 19 40 i B 300 4 A 1 —
ASHOE K JE WY F ( Widmann and Dahmann,
2009b) ,

W {5 % 3 -t m LA a3 75 40 B 28 ok 9
WA M B S & 4. Adenomatous polyposis coli
(APC) & W f5 o Tl — M ESWedl
Z—o TERMTA RN APC JEH :APCI Rl APC2,
TERA We 55 1Y B0 A I 58 A2 X PR 5L, 4
RIS We (550 % . APC He D[R] I 58 72 11y
T R 20 L 248 P 4 LA G Y 30 5 A0 M T9 s T
i RN BE, JF A Arm (9 2R 4 (Roberts e al.
2012) , 7E APC J A #8572 1 [] I 3 35 10 1 28 1)
TCE™ AWl W {5538 H , 1T LA BH 1 20 g T s 1
B, BT W {55 X5 200 g (4 ] 5 el A2 B A 2 B2 i 4
o APC A 978 Fr 5| 2 1) 20 10 Hs 4 0 [T Re mT LA
i3 2k Myosin 11 5% Rhol #¥% 1% 5 # f, i 1
W {5 7 i % T L3l 8 9415 Rhol -Myosin 1T 345
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VAT AT SR (Zimmerman et al. , 2010)
4 RE

TERBH 2F L o b, 8 B UE & A LA
PG AR S0 A 2R 30 TR 4R T 3 2 A i) o3 A 3
PHERAFAEY) 3 B, Hh Dpp il Wg 3 Rh g B
I 2R K i ] 42 1) 45 5 38 3% A 3k 26 i A v B AH
AL, A B T2 IT %Mk R, il Dpp 155
T R Hh f5 5 08 5% B T il s We {5 5 @ 85 Dpp
59 38 % A7 — 2 3t 6] (9 4H 73 ( Theisen et al.
2007; Yang et al. , 2013) , 41l vg J& Wg il Dpp Y
e [ R DAL, B 2R B 5 6 3 3K 4 4 o A P
5109 2k 2% ( Widmann and Dahmann, 2009b) ., &
23X 3 SR 50 e ) M 2 bR R R
K 3X SO L DA X 20 M P S0 s A A A
M BRIV 2B RSB ATERE . 3 5645 5 1l B i
TR MTE 30 R A B DL K = H Z R R &R
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