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Molecular mechanisms of juvenile hormone in insect metamorphosis
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Abstract: Since Methoprene tolerant ( Met) was identified as the juvenile hormone receptor, great
progress has been made in understanding the molecular mechanisms of juvenile hormone (JH) in insect
metamorphosis. In this article, we summarized the identification of Met and the regulation of chaperone
protein Hsp83 and Nuclearporin Nup358 on Met cellular localization, focusing on the roles of JH-Met-Kr-
h1-Br signal pathway in larval-pupal metamorphosis of holometabolous insects, and JH-Met-Kr-h1-E93
signal pathway in adult metamorphosis of hemimetabolous and holometabolous insects. Moreover, the
roles of many molecular interactions in JH-20E crosstalk were discussed. These interactions include the
binding between Met and 20-hydroxyecdysone nuclear receptor EcR/USP, the interaction of Tai/SRC/
FISC with Met and EcR/USP to form JH and 20E functional receptors respectively, the activation of JH
on 20E responsive gene E75A, and the association between JH and USP. The research progress of the
mechanism that JH plays its physiological function through binding to the membrane receptor to activate
PKC and PLC signalling was also overviewed.

Key words: Juvenile hormone; receptor; metamorphosis; molecular mechanism; membrane receptor;
signal pathway
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B BT A A 0 T 57 R e 2 p R
FEG G THZHENAASES T, RIVESZ
i B MU & R o Al R 3 R e B 22 D BT 25
A H R ZN R AL, G034l R AT 2H 2 B R B Y
FURRLA R i g B R Pk d i, B AR 2SR 3o
AGERABEMGE R, NERESRRIG &
AL S PN B, T 58 278 25 B L iR
Ja R B T BEA 7 4y A 280 DS 2 R S AR
Fio BFERM], B AUV 35 52 B R 4R (juvenile
hormone , JH) FlIli 57 18 2 (20-hydroxyecdysone , 20E)
Pl 20E 75 S B du it i iz A2 2, JH I BH 1k
20E GIEAYASZS i 4y dUi B2 2 J5 AT R 4 15 4l s i
R TERIR Y O 58 28 A B U SRR 5 )
WrBC, JH B B2 AR E B R, S e 2R B R &
W58 e A AN 8 428 2 B PR B0 e ( Dubrovsky,
2005; Bernardo and Dubrovsky, 2012; Belles and
Santos, 2014 ) , 20E Xf B R K & IR 73511
il R SR R i 2 K A ) EcR-USP 541
HEPRJE Bl DX b ) 58 R R OB T (ecdysone
response element, EcRE) Z54G )5, J5 s— &5 10 9k
AN NIRRT RO I SN
(Dubrovsky, 2005) . #HX} T 20E,JH Xf B Ht A2 35 %
EERR TR SR 1 1 S R IO N E RSB P o MR 7N
Methoprene tolerant ( Met) #% % %€ Ji5 A 2% W gk [ B
AR SCHRAE AT I Met 119 %5 22 B0 40 5 o 98 42
JH P45 B AR 25 1 2 AL, JTH 5 20E /158 B4
FHVA B TH 552 (A 68 S B 8 i JRe A — 23534

1 JH 32K Met B XA R

1.1 Met WEE

Met J& T bHLH-PAS % 5% K 805 i 51 ( Ashok
et al., 1998) , i F. & H Wilson fll Fabian (1986 ) 7£ i
T H 1T 52 PR 4R A4 Methoprene (14 5 1 58
AR R B A R IE H SR W, Mer 53 7E A X
Methoprene F1 JH Il (1 52 3 %5 35 100 4%, I H. Met
AR A] 1 1] Methoprene 75 St ity 55 e &)y v {1 97
( pseudotumor ) [ I J8 LA B Ji¢ L O ) 40 i 1) K B
( Wilson and Fabian, 1986), {H2 Met ) JC X K 7F
& Mer” [ 1 IS U= B BE F7 T B, IRJS & 7 B FEAR IE
# (Wilson and Ashok, 1998 ; Abdou et al., 2011) ,iX
5 Met fER JH SZ AR A 1R AUZA 7 JE 1, #F—
G R IR, SR AEAE Mer (1) — > 5% 2 [] 5 356 [
Germ cell-expressed ( Gee) , — & #l i) H7E bHLH,

PAS A 1 PAS B &5 #4358k P () R FE 1R 7 51 — S0P 43 3]
h78% , 68% 1 86% (Moore et al., 2000) , HTHN
B FECH AL E X St o A R B, SR Mer 5
P RIS Gee B AR o AHXS T Mer, R
Gee 5 A B b i) Mer [m] Y5014 B 55 ( Baumann et
al., 2010b) . 1A, Gee HI Met EATHE 73 Y Dy g H
B Gee JC XA T h gee™™ i K LT
Mer™ , 3 By %t Methoprene [t 52 , W] 1F % )81 B
F2BNRE ST 1T K (Abdou et al., 2011) {H bR A
BT Met” (9270, Wi #8235 Gee RE W H IR
Met™" %t Methoprene [ % &% 1 ( Baumann et al.,
2010a) , I H Met/ Gee L5725 FLitg Met™ gee™ ™ A 76 il
EHIFET (Abdou et al., 2011) , FFIZM T JH Bk
REEHY Y (Liu et al., 2009) , MZEIELE R AT 4
Met 5%, gce %53 IR Sl FIr 36 %0 ( Abdou et al., 2011)
DA S5 A Mer” 1235 J& 1 F Met 55 Gee f77E2))
RETUAR TR, AT —H A& k& h LHAA
R T RE . W0 AR 385 12 ik Bk SR 8 . Meer™ L i o
357 B A 2 0 4R RIS (RLAE gee™ ™ 5
B AR RE VLS B 25 LR A (Riddiford, 2012) , 3
T JTH G 2 Met 345 S i T S0 00 b 22 1) 2 6 o

FH A& Bombyx mori FIRIRESHE 2 4~ Met FEH , Bl
Metl F1 Mei2 (Guo et al., 2012; Kayukawa et al.,
2012) o I AIBFSE R I, BT TALEN £OR K45 1)
K Metl SRARTE 2 -3 {4 duld e st # s,
I HAE 3 W4 Hu B Re e DX bl D SR i i 5e 4
fIE s I, Mer2 7R AR T R J800 , AR B HATAT Y
S 2 ( Daimon et al., 2015) , YL 7E Z A2 4h Ly
B, FEIE Metl 4p3 JH B8 45 HTIRE . 1EALE
B 14 Met FER B FRPUL % Tribolium castaneum 7,
I3 HIAE 3 W EL 4 4 U VR S Mer (1) X055 RNA 7]
SR HAE S B E 6 e i I $2 AT 22 25 ( Konopova
and Jindra, 2007 ; Parthasarathy et al., 2008) , [F]fE,
LT R RIRL WS Pyrrhocoris apterus B {5
JNUE Blattella germanica W, %% A= B1 Met RNAi 53
AR AT AE P4 (Konopova et al., 2011; Lozano and
Belles, 2011) , DA FiX 2R BIHEML T JH B2K 1Y
FAL,

RO G 523 R W, S Met 5% Gee DL KR
A5 Met 355 4 KPR B2 R THILBA w8 g,
I H JH B Z5E AR T Met B Gee 1) PAS B 251
13§ ( Charles et al., 2011; Jindra et al., 2015) ., 4 JH
AAFAERT , Met-Met 8§, Met-Gee J& B[R] 5 ol 57 7 — 2
i, — B JH 454 I Met, 7] 53 Met-Met B¢ Met-Gce
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T ERIKR B % B ( Godlewski et al., 2006; Charles et
al., 2011) ,Met 1] 5 bHLH-PAS %55 8 F 5 i 1 L
Tl 1 45 G T8 B RE S 5 1A, 1 Taiman/ 2k [#]
FH 2R IHG M) (steroid receptor coactivator, SRC)/
5 BFtz-F1 Z55 A3 [ It 3R A2 AR L B0 ) ( Bt
F1 interacting steroid receptor coactivator, FISC) B
Cyclin(CYC) &5, FfiJ5 Met TIRERE &5 JH 5 4%
REEE N IS 3l X0 TH S T4 (JH response
element, JHRE) (#%.0> % %)~ E box; CACGTG ) %
A AL ] (40 Kr-h1) (335 (Li et al.,
2011; Zhang et al., 2011; Shin et al., 2012; He et
al., 2014) (K 1) o Fif s i 2% LAk =R,
Met/Gee 5 JH H)Z5G 2 JH IE A58 HA 38 H B
W o FE Mer™ 825 RS 50 R 35 B 2E R Met

Cytoplasmic fibril
B

Cytoplasm

Nucleus

8 Gee W] B 3L Met™ 5825 1A% Methoprene f4 %
SN, A AR TH 5500 9L 1Y) Met 5 Gee U
REE Met™ 5t Methoprene [T 57 14 L K& 58 A% 14 1)
TG (Jindra et al., 2015) , AN, Met/ Gee FUZEAT
Sl Met™ gee™ ™ T AL T 4 700 A 44 B 25 7 Met 5§
Gee B ¥t ¥ ( Abdou et al., 2011; Jindra et al.,
2015) , 1M JH 2550 s 52 1) Met B Gee AHATIX
SERCHE ) (Jindra et al., 2015) . [ HXET JH 45
BOLERAZH Met 2 Gee, B A=Y Met B Gee 1] g
FHR R Mer™ gee® ™ GEAE P TH R e 4 S % K A
Kr-h1 (3534 (Jindra et al., 2015) ., 3&T DL EAFSE
S50 Met (5} Gee) f& JH % Z IR D22 AR A2
NGl

o
53
g
£

K1 Met AR KIRERSIEI (A He et al., 2017)

Fig. 1

1.2 Met B30 40 B E (L ifF 3=

VERAZAZR , Met 1143V 41 Jif 5 437 5 37 4 %35 D)
FHOG . AL S2 0 b AT SR, JEie JH &
AT FE, Met Uf 28 4b F 4 g #% ' (Miura et al.,

Model for the nuclear import and function of Met (adapted from He et al., 2017)

2005) ., Shemshedini F1 Wilson (1990) #} 5% & ¥,
Met 5875 b 2 Fir LI} Methoprene fiif 52 /& t T %
s A D A 4 M5 P Y 2 B S JHI 9 45 45 e
DI T IE R OR W, %R B 28 BUE B 2 Met
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(Ashok et al., 1998) , ix—&t GL 0] Met 7£ 41 it Jit
S TG 50 . X Met ZEERR T 51 430 & 30
Met ) PAS A 1 PAS B Z5#3rh 2 &5 A — 1 AKAE
S ik (nuclear localization signal, NLS) Fl—/Hi#%{E
S K (nuclear export signal, NES) , Bt 2Z #b, 76 C K
Vi 2h 8 B 3R & A — 4> NES ( Greb-Markiewicz et
al., 2011) , Met & 1 £ 4~ NLS I NES K75 Met
TSI PN A8 RE 5 I AN 2 [ 5 1Y, T A6 20 i S5 5 20
Mtz b A 250 . AR P26 5 4 Bl COS-7 i
TFWT5E K3, PAS A Z5F 8 b i) NLS AORCR 5 T H
fts NLS #1 NES, Joig JH 2B A77E, Met F2 25 (VL AE
AMEAZ A, B EEE TH O Met ARZBLE M
T PAS B Z5#43 fy NLS UK i JH AR 1) Met
AH%, 24 PAS A Z5Ai3s i) NLS BRI, Met 2 2407
T AR A JTH W] 5350 Met M4 M5 45 5]
ZH 4% N ( Greb-Markiewicz et al., 2011) , 540 I
AT FEAE A F], R R BRI BFE R BT, Met 131
MM E 252 TH Pk P45 . A8 TH IR J3 400 1) I
AT, Met 2258 A T A0 O A% v TR TH % B2 452
R 3 #4855 2 K4, Met 4045 T 40 i
PRSME AN Methoprene 7] {2 i Met p 41 Jfd 5% 76 21 241
Mitzrh (He et al., 2014) , BLAb, 25400 BRUL K b
WAL SEEUER] JH A 2 Met 20 Jo 2% & ALK T4 1
P45 Hsp83 ., eI 53, in A Hsp83 411l 57 #% /R
8% K (Geldanamycin, GA) R BHAF Met 7540 A% A
MENL, [FIFETE Hsp83 RNAD S a4l 5 58 A2 SR g
Hsp83 ™ iz FrL 301 i 1l 4% 200 it v, Mlet 240 i 4% 52 37
Ho e B AR (He e al., 2014) , Met Af%
Z PR Met 5 JH [z W TCA4 19 45 5 RE 1 T B (]
fEATKEER, 2016) . i, T BF5E I — 2
W] JH-Hsp83 Xof Met AR AR 2 (K81 T Hsp83 55 4%
fL#E B Nup358 N i 1Y ik H & ¥ 4 45 1
(tetratricopeptide repeat, TPR) 254 . WFsE &K B,
H 1K TPR AW Hsp83 5 N Nup358 HyZ5 &
T BELAS T % 3E 0 Met A 21 042 € 132 (He et al.,
2017) . & BRIk, 5 HAWAZ Z AR, Met (1) 37 41
i 7 2 A2 L AR A 45 . Y TH ARAEAERT, Met
T PR R R IR A T A BT b 2 TH A
TER , Met 5 JH 454, Met-Met — R4 fi# 55, JH-Met
FEH A B 1 (Hsp83 il Nup358) iy P , i it
WAL AN AN A N e 26 4 L 53 PR I A (T
1) o X T Gee AFFE[EIAEW &K B Gee BE A NLS,
W5 A NES, {HIEA[A T Met, f£7C JH fF7ERT, Gee
JEEY 4y A AE COS-T 240 M % 44 it )52 5 40 M A% b

JFH. Gee M ABBUENTESZ TH F1 14-3-3 A9
#2 (Greb-Markiewicz et al., 2015) , YE N FHF,
Met/Gee FI5 £ 5 HAAMIAZ & AL B VA G . TE AR
AR, W M Met/ Gee IR IBUE Feia BRI &
RSB VA b At A B A B 2 5 SR 4F X e AL A
AT TRATHE— 2L 248

2 JH MERTELBFRERSFILH

2.1 JH-Met-Kr-hl1-Br {5 5@ &

UTAFEARAE 58 4278 25 B R 1 AR A0 i b B T
TR, JH A 3 3Z Ak Met (5 Gee) b il Kr-hl K&
PRI 1) 25 35 DA 4 4l 20K 375 5 A 0 190 465 5 4 F Br
(Broad ) ik , T & #% C BH 1 F 728 25l 2 7 BAR
(status quo) ” f4E A ( Minakuchi et al., 2009 ; Abdou
et al., 2011) . o Kr-h1 1 Br 43 5 /& JH F1 20E
G im PR E AS R AV SR E I 2 A G
K, Br J& N ¥ B BTB ( Bric-a-brac-Tramtrack-
Broad ) 5 #3(, C % & A 7] 5 DNA £55 1/ C,H, £¥

HASHE 5 SR [N 1 ( Bayer et al., 1996) . T n] 42
BIY) R A B3RS TE], Br S 2 R B A 1A X
S S A AT & I 28 FaR R, 3 ] 45 B
A5 25 ( Bayer et al., 1996; Zhou and Riddiford,
2002) . 7ESEAZE RS H gl BB B Br 238K AR
%, TAE AR W 4l IR TH 93 2% LA B /b & 20E
MAEAE, Br 1 R 35 2 R0 B JF DT 5| & 55 (1 T2 5
(Zhou and Riddiford, 2002; Konopova and Jindra,
2008 ) , T LI AR IR S A JH SR, v i 20E 5
T Br 1y F 3k, M BH 1k 4 4K 8 ( Zhou and
Riddiford, 2001) . Br { y J5 3l 728 285 Y ¢ i 7% 5% [
+, AT A 20 R A T 3R rpr, hid, drone
drice S5 1)K T 75 3 &)y HUMT G H 2L 72 )7 1k st
T DL R s B 419 43k (Jiang et al., 2000 ; Cakouros et
al., 2002 ; Riddiford ef al., 2003) ., WF52 %, Br &
705 SR TV A1 FT A S BT T, i B A3 AR L B gl
HurE R S i R A Al B AE T 1 52 B T 4
(Dubrovsky, 2005 ) . [6] ¥, 7 5% 4t #2540 4% i b
RNA T4 Br (3R35 , 3 B4 BB IE 7 L, T2
R B ELA 4y HOR B HURFAE A9 142 (Uhlirova et al.,
2003 ; Konopova and Jindra, 2008 ; Parthasarathy et
al., 2008) . FERMELY AL H R K it 23k Br 1Y
RIS 21 (Br-21 ) 2SS4 GE 10 1 B ( Zhou
and Riddiford, 2002), 3tF Br ZER AR LK EH
AR B L Br R e iR S 0 17 o
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Kr-hl 2 —F 54 8 A C,H, BEHE 45 M Y e %
W BT AR UIAEAE, Kr-hl 3545 3 FhaTL)
728 Kr-hl o, Kr-hiB F1 Kr-hlvy, H i Kr-hla F
Kr-hly TE4) HUBEAS G Be A7 2k, 32 245 B AUy
IR AR 25 ( Minakuchi et al., 2008 ) ; 1fij Kr-hi1B TE &
JEh & EM AT, FEAER RRR AT LR
g Kk E G FE R 5 AR T (Pecasse et al.,
2000; Beck et al., 2004 ) , &0 H 08 P B0 kB
Kr-h1 3% 20E {55 (Pecasse et al., 2000) ,{HE&H £
PIBFFE R Kr-h1 & TH 0090 5 0 3L . TR
HRMCURE B, BT TH R AR, Kr-hl 254 [6) B
SR AN IR T A0SR AR A SN IR IS I TH 28 ALy 0]
w3 Kr-h1 B9 315 ( Minakuchi et al., 2008) ., i
— WP AP, 7E TH Gl d i (Aug21-GALA > UAS-
Grim) VA 2 Met/ Gee 3L 5878 Sy Met™ gee™ > %)y Ht iy
Bt Kr-h1 3B J LR 3 T Br 176 2
2 Y BAR RT3k, T3 20F 55 1O TR AL 40 i 7E
T3 uT & 4, 615 Aug2l-GAIA > UAS-Grim L) J
Met” gee® ™ B 7E AR I SE T ( Abdou ef al., 2011)
TETRAUAT B AW BT — ke 2t , A RNAL 40 Met
5 Kr-h1 F)RIAREFECR BV AY B, 5 RNA T4
TH & i A v W R e A2 Wi [N (JHAMT ) 5 1 JH
B —sk, IFH,JH d ATt Met 45 Kr-
h1 Wy %5 5%, JE 1M 52 W Br ) 2% 35 ( Konopova and
Jindra, 2008 ; Parthasarathy et al., 2008 ; Minakuchi
et al., 2009) , Kayukawa Z5(2016) Fl| FH X =4 &
HATWISE IEW] Kr-h1 Al H445 6T Br Jagh ¥
X IR ) Kr-h1 4545457 5 (Kr-h1 binding site, KBS)
MNP 20E 5509 Br i3k . MEFE R YR, 7E58 42
RS R A JH G G Met FR 7400 9% B vy B Y Kr-
h1 BHAF 20F {5 538 i v 5 0145 5 20 1 Br iRk,
AT 1 4 H 2 ) AR A A

[FFE, A e 4R A B b i pIF e 6 B, TH 02
i Met #1 Kr-h1 A5 R IR 25 o GG 2185 DL e
[ /N O BIFSE R B Kir-h 1 A R e e i ik
H AR I B B ( Konopova et al., 2011 ; Lozano
and Belles, 2011) . ZFRBBAXILIUE T B 0 1EH
RH o ATEARW A JUB G JH W 77355 S Kr-h1 1)
FRR IR T R W7 72k o TER IR AT — i I
19, RNAL T4 Mer 5 Kr-h1 1 335, W] 5 20U H A
o DS PR ET R, 5 | R R B B
(Konopova et al., 2011; Lozano and Belles, 2011)
B 5 5E SR A Br R TESHAR, A
SEARAS B M U BUS A Br i3k (UE

AWy I Bl TH 2%, Br (e skl bz
REAIG, %R BB ST K-kl (Konopova et al.,
2011; Huang et al., 2013) , INEEAIZE LB, Br 34
ZHARRERR RN BERE, ME 20 &5
JEIE R A AR AT 5% . RNAIL P& Br i IEIFAS
MR A P AR A (BT | R AR /N L K
R ik S B Bk fE 45 2 B ( Konopova et al., 2011;
Huang et al., 2013) ,

L5 bR, i R TR 2R AR R A e A
AR Kr-h1 & TH 45 B VRS A 1) S b
T AHRMEARE A2, IR L0 L) I K & b p bF
TR, ATERI 1 -2 4 AUl 4l o Be RNAL %
fiX Kr-h1 B3R5 IFANBE S | Bt 4 i 22 25 ( Smykal
et al., 2014) . [FAkEZE JTH & B2 A B JHAMT ™~
mod SURALZ & VAT TH {55 HWi ) Merl ™~ &
Hits e 9, BV Kr-h1 (9 23518 DL B P b 58 i 58748
W JL-PA IS H 2 Br IFBCATE | IF1 2 14))
BB B AT IR AL A 1A 2 W 4 B B
R IR FL AR LR | T e 2 e 3 W4 du i)
PR AT Z S Y ( Daimon et al., 2015) , 3R] R
By RIS K B S AU T TH LA K Met-Kr-hl
52, R AR W 4l B/ BB B, 24 B ik 3
“ i FHATE (critical weight) " i, JH A &35 R R
HUBZSHPE . eAh, A b Rk Ke-hl B4R AT
LK A2, (H I ARG A Sh 4 i ]
774, H Br i3k Wk 2 30 i, W] Kr-hl A £
FHA & LI B 92 1 ( Kayukawa et al., 2014)
2.2 JH-Met-Kr-h1-E93 {5 518 %

TEAN 58 4278 75 B 1 ply oy HROPIAR SR DA e 58 4
720 285 B A 0 P A O He ) i R v, 93 i M TE
Je b 5y — BRI S> 5. Urena 55 (2014) 5%
TER] E93 R4 i HUAF 5731 adult specifier” fig iff
A RS R M (TR E/N) DL 58 2B B AL (R
ey Ko o 4004 W) P AR B R, E93 2 B AT Pip-
squeak (Psq ) G5 e S H 1, B G 2 5
SR i Y0 &) R4 28R E YRR Y Ak i M AE T
( Baehrecke and Thummel, 1995) , Urena % (2014 )
PR T4 A ) PSP A i A R ) 3B A A R AR
WIAS AR T CH LR ) T R IK R FE I, K B £93
TEAEE /N A 5 He i) T A 5072 4 B v R A AR
e, I PE AR 0508 20 20 i J0 A v e ROKA2 4k, TE
TR /)N B R 0 17— % ORI, X E93 kAT
RNAi 407 B SRR A, TR OB e 1 an i
iR, AR W 4 By (A 30 v TH G BE 1 25 L) K Kr-hl
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KA TR B EELFHLESM, w E93
RNAi R #SFE il JH 3% B & Kr-h1 mRNA K, &
B JH B30 BE TR R T R Kr-hl e stoRF B3 & T
TEH A L, R WIE AR R 2 IR B E93 J i 7 i 45
Kr-h1 SBUH R K 5 FEAR, DT AE 4 1O 5 P A
JH (Urena et al., 2014 ), It #7p, Belles Fi1 Santos
(2014) FFFE A, TEFE /NI & B 2R I8 il — 1%
B RNAL BEAIG Kr-h1 (3838 W] S22 E93 7 AR I HT —
WSS 4 RN 6 RIf Rk g m, KW Kr-hl
AT E93 . ZRLT E93 TEFEIE/ MR R A By
BerIVERT, E93 TE A LA 5 LA K R i Yo 0 S5 /R 973
IR Z B BT, RNAL T-40 E93 i3RIk 0] 3 3L
BCH P A2 BHL TR BGR S0 ( R404 %) BC7E 1 40
FETZ(CRUE) (Urena et al., 2014) , DL EBFSE4EREE
] E93 10 iU R 5 03 17 AR B v 2 s FE AR ST
(1), Kayukawa 55 (2017) Fofiiff 58 KB, A E93 )5
B IXBAFER T Y 14 bp B9 KBS, #EM Kr-hl %

JHiFE SRR )G Hi%S E93 3311 XA KBS 254
JEAN ] E93 1 23K, MM B 1k &)y HL $2 R A2 25
JHR

Zr g TH P45 B AR A A 7 19 23 B vl
A (1) X FA e 8 A R L, 74 AT,
T TH B HAEN 505 Kr-hl (A7 AEA ] 1 R HUR 57
31 E93 BTG, AT B A gl 5oy RS s 7R R e
BB, R IR E93 L B AR BE ) JH 538 Kr-
h1 35 F AT PR UE T o7 HLIE 3P40 e A
(2) 0 Foe e A5 R, HAh b BRI T A e &
ARZS B IR A ORI, i T JHORI K- 8477240 il
TSRS ST Br BRR , AR 4 IR 2 S AT AR
HEFFA RRAS o MAEA WS 4 BB Be BB TH i B ikt
KA Kr-hl ZE3K 7N [ 20 Br 153 5 AT 5 5 B
sl ot A A B A SIS T A e S
B HURI A IR, Bt Ry ik 1 E93 4 Br F1 Kr-
h1 e B U F P (181 2) .

ASERAZS R I

Hemimetabolan species

l, 20E 205 E93
Krl.hl —4 l /'//

N5 N6
JH KA T JH
l Unknown
a fa(ior e
Kr-hl—qy —£93
Nymphal status Adult status

SEARASAREL I
Holometabolan species

1L -

Pupal commitment Pupa

20E

Br

RS ALHUCRZS
Pupal status Adult status

K2 AR RMsE 2SR RS AER 2 FHLH (A Urena et al., 2014)

Fig. 2 Molecular mechanisms of metamorphosis in hemimetabolous and holometabolous insects (adapted from Urena et al., 2014)
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Fig. 3 The model for the role of USP in JH and
20E signalling (adopted from Riddiford, 2008 )
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