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Study Progress on Ethylene Signal Transduction
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Abstract: This review summarizes major recent discoveries in key components of ethylene signaling
pathway which have substantially expanded our view of regulatory networks of the ethylene action. The
structure and function of the receptors, the negative regulator CTR1, the controversy on the involvement of
MAPK cascade in the ethylene signaling, the mechanisms of EIN2 nuclear translocation, the stability
control of EIN3/EILs as well as some other major advances about ethylene signaling made in the last few
years are covered. Finally, several unsolved questions are raised for future studies that will help to build a
more complete model of ethylene signal transduction.

Key words: ethylene; signal transduction; related components; regulatory mechanism

LG G g E S AR (Methionine, Met) &% S - IR FHiZER (S-Adenosyl
methionine, SAM), SAM 7E ACC (1-aminocyclopropane-1-carboxylic acid) % il (ACC synthase,
ACS) MEH T & ACC, /5 ACC 7t ACC %4kl (ACC oxidase, ACO) fEHI N4 LM (Yang
& Hoffman, 1984). ZJ&S2MAEN ORI IO CM15E 5 24T %N, #0H1 NFY) CONSTITUTIVE
TRIPLE RESPONSE1 (CTR1), 4 i iE 4K+ ETHYLENE INSENSITIVE2 (EIN2), Hfifi
BAE SAL RS MR N () ETHYLENE INSENSITIVE3/EIN3-LIKEs (EIN3/EILs), A& iE# K 1
ETHYLENE RESPONSE FACTOR (ERF) 3Rk, %5 S— RY5S L0 VAR O IE PR 1) 37 S 3

CBREAT 4, 200900 AP DMESEI) CM 5 S M RIAL N 28, 4561 LB e R I, 4l

Wris B #A: 2014-03-01; fEEAME: 2014 -07-25
EEWMBE: [FEEAIEMTUR R RITIE (2013CB127101)
* W{51F# Author for correspondence (E-mail: tjying@zju.edu.cn)



1896 P S "3 41 %%

PEA AN L1515 5 5 S IR M % 40y i Th fig , o An AL 5 524 8534043 G5 K S AE 2085 i i vb i VR
JF MITOGEN-ACTIVATED PROTEIN KINASE (MAPK) £t W 14+, EIN2 {52815,
EIN3/EILs #1147\ & ERFs [ IRES .

1 LR R S5 R A T g

11 ZHEZRrshE

RN I, LW S A2 AR TR PR S AR Iy B 19K, T e AT IR S M A5 5 %
SN (Hua & Meyerowitz, 1998). H4i e &1 AR [A AT LUK &A1 A AN : W% 1 49
5 ETR1 fil ERS1, &SARSFRIHERRFS], o ETR1 HUEAT A2 REE S T, 1 ERS1 HAT X
UiRe, BEHA 2RI 1S Pk H AT 22 24018/ 9528 18 (Ser/Thr) 3G E (Moussatche & Klee, 2004);
VP 2 4435 ETR2. EIN4 Fl ERS2, A SR INA MR, HA Ser/Thr Ml tE. dbak, Wik 2
ZARTEGA N (N 3D L 1 A6 2 — AN gk IR B, XA 7 B DR A2 70 WA B A IR R AR 7 51
VEAIEERLIE S IE (Qu & Schaller, 2004). ARTXAN B4 Myt 2% 2 5244 5 BIN2 ¥ E 2y
Wk, AHH 5 EIN2 45&he 199 T I0% 1 (Bisson & Groth, 2010). ETR1. ETR2 I EIN4 ffj ¥Rt
i (C %) A — RNV IREE, 1 ERS1. ERS2 MIBLZ X ANEEH) (B 25, 2004). LK524k
KAy B ALAE N R L, TN AL T R 3R (Dong et al., 2008). Chen %5 (2002) HEMIXF
(152 N AT v B B T R R B, S A il A SR AE KV e R IR v P B R IR B 8L

12 ZWHZRREEIFAThEE
1.2.1 ETRI

TE LIRS R S B S i 5 Il A& ETR 1. ETRI 4504 5 41 1 10 SUZH 431 55 R G ok AR ALL,
FEH N Ui [¥) LM 45 A58 (ethylene binding domain, EBD) F1 C ¥ 12 Z RPN s W #2538 1k
(Schaller et al., 1995). [AJ4 ETRI1 {4 M1 e I U8 428 A R — AN B b, BT DA 1 “ 2%
A2 AR o N S ) 128 DM FERR T 1 3 NSRBI K T B AL B, # AR o 5 R 5E (Schaller et al., 1995;
Voet-van-Vormizeele & Groth; 2008). i1, Z#454 148 (ethylene binding pocket) J&7E 1 PN
JBSHEIE N TE SR, S5 AR R 5 165 Nk HEAb (Schaller et al., 1995). AHEGHT NS
JELIE, B 3 AN KA LA I 255 J7 TR EIAE AU, RS R QIR &5 sl O Mg &
SR TS T & —EAEH (Wang et al., 2006a). G52 MEGRALESBHETSY, %
PR 554 257 45 AL S AE L 45 B8N (Rodriguez et al., 1999), H 7 E 24K A LI BEZR (Cys).
MAEME (His) MHRE]R (Met) IS (Martin, 1991), HA7ES AR B LR Cys®.
His® JE 454 M Bl 5 (4 (Schaller & Bleecker, 1995; Rodriguez etal., 1999). filty1, S48k etrl-1
FAEKE Cys® #A2h Tyr, BLAG T 324K 5508 T 1045 &, (32 4488 (118 k45 & L I0fE ) (Schaller et
al., 1995; Schaller & Bleecker, 1995; Rodriguez etal., 1999), HUESK ertd-1 FIH] 5 W NV 42 5¢
AL T 2R (Liu & Wen, 2012). b L A1E Ag &AM 20515 55T, i R0 R ILAE etrl
SLARGEAR PR SR S PP 2 ARSI AT B, HAT BETR 1] UK & S AR AR Ag HIRRUENE, 368 ETR1
A fE R KA 5 BE R AT OR ST 1R 2 BR VS V7% 1k SCRAT S B I AR SF IR T4 2R (Asp) Bk
X —REERE, A REAE TR S T 1y R 2 OCEE/ER (McDaniel & Binder, 2012).

ETR1 &E5HITIAE: ETRI N it LA 0B RIE S (Cys*, Cys®) REMSTE Bt A
BRERI PR 2R AR, R A SRR EIEAT A O B ALE (Schaller et al., 1995). W4 ETRI
RAEFAFIIRETERAE, WA ZARE F S I SRR . 78 N 3imid 5 — > GAF 1,
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e PP A SR, FRIE: L0 45 A R A E RIS . GAF S ey ki 45 5 cGMP, ¥
TEEIR TR, RRERRIMGER LS AT R R 1 FhiA, T DU SRR R KR, T H.2 50T,
SR IX GAF 3/E ETR1 B HARD)REIE A IR W (Aravind & Ponting, 1997). {H 2K H
AT GAF WA fex LI MG S5 SR — e HEIE- . Xie 58 (2006) K3 ETR1 ¥ N i
FESA R 1 2SO AT DL AL 055, FLAZ C It s mie /N . RL, #E0 ETR1 N 3 |- GAF
AT R L e SO B IR A, W S AR B AR R EAT 26455 Y (Qu & Schaller, 2004;
Xie etal., 2006; Gaoetal., 2008; Grefenetal., 2008; Chenetal., 2010; Liu & Wen, 2012).

ETRL BREMKITIEE: ETRI C 3t —NLR R, g ds A B i S (His™)
DA PN H R B LM B AL 8 (G 1 G2 &), P ETR1 J2alid His®? A v 4505,

(D659) KILHTMNM R RE, G2 515 ATP Z5 AR FF%] (Gamble et al., 2002; Cho &
Yoo, 2007 WIRAEIXLELRAF FIFREE AT =R AR SR 2 T 80UA SNk IR Ak D) BE 1) 3% 2% (Gamble et al.,
1998; Halletal., 2012), {EAMFRFREEIIRIETS, DY I H 2RI AR KA A BB AL, K i IRAR
B 20 S N R PEIE FY) Asp RS B, AR FUFRI{E 5 o0t (Gamble et al., 1998). H ETR1 & F
W 2 B2 AR A R AE F ¥ 32 Mn®" (Gamble et al., 1998; Voet-van-Vormizeele & Groth, 2008).
Gamble 55 (1998) KINZZ AR MIBER AT VIR 2352 2R EE pH 1520, B IR 241 2R R A 7 h 41k
NAREE, HBR2AIR. AR TREAR T EERESA ST A FE . BARFE 2 CUFSE ETR]
(R 2 28 R B A A 5 5 S AN 475 1 (Gamble et al., 2002; Binder et al., 2004; Qu & Schaller,
2004; Xieetal., 2006, {H 222 UG K% 1 0] BB 7E 25 bR £ o 1 AR K ek 53 07 Th A 4 224k
F (Binder et al., 2004), H.ZH % FREER IS M 0 B 2B RR 14 K (Cho & Yoo, 2007). [AJi,
A SRR P AR A2 526 5 N E CTR1 R A BAERIA AL (Clark et al., 1998). il i 4 A R IEHR I % 1
AR C 3y CTRI YN i 2 [0] {0 AR W SR 5 T 0 2 324k, 31 A2 4] R e 7 ] (Clark
etal., 1998; Qu et al., 2007), I H 32 AA—EIN2 &G 7R I i 3 EA 2 HX — 4544 (Bisson & Groth,
2011). Hall 55 (2012) S L6 Ree (e it 32 R s BRI vs 11, BB AL AT X 24645 5 1M
VENTREAEAE W RPALED: 55 1 FPJe ETRI B Z 0B RILIE HRALE S S, I H PR EB &

(APHs) FINZi#EK T (ARRs) 425, 1Mk 5 APH 1 ARR Z ) (1) HAE A] GE 75 2K X
PR s 56 2 FPol e ETRI MIBERRALAE FH &g mafs 5 s A2 b OGR4y, R 51 R EE R
R, TR AN EAE, 48R, e F 5 ofE, #iln BIN2 83 2 RTE1 nfféth< 5 ETRI
(1 2H 24 BRI s % E HAE (Bisson et al., 2009).

ETR1 [R50 B A R RS, ARG Sk, BT Asp 452 i1 His BERRAL )G fif
BRI — AN BERRAR . W Asp RAETEAR, A Re M 41 S IRk HE 1) A B IR Ak e ) (Gamble et al.,
1998), ETRI1 WIf5 5RO T il — 564K, H AR R th 324k 1 C s da, ‘& 4abls A B ik
AR e B 3T B SRARER, FEARF K Asp™ BRI T e—A y-loop, IXANEERYTT LA
BEHRE ETR1 5 CTRI M HAEME (Miller-Dieckmann et al., 1999). [AIFHFFLE KT, BARFTH
WA S5 5 SR R RIS, (H2& ETRI 75X ik FE i & M ANTT 20 1), f 2 B2 Jt A
& ETR1 _E[¥) y-loop 7£ 5 N5 5 70 1 K AE HAE T K IEHEL1EH (Berg & Peacock, 1992; Binder
etal., 2006). IRHIA K ETR1. ETR2 Fl EIN4 7£ 235 20 5 G Ddi ik & 2B K F B A0 8, 1
ERS1. ERS2 & ZIF/E AN, XA G AU 715 582 e A K 27 2 A — 2 I Uhfg

(Kim etal., 2011). A B IERBEOR I ZAAEBEE CTR1 e ) FAR T B AR, F kUi
B RO 2515 S S T R A R E M DB (Qu & Schaller, 2004).

1.2.2 ERSI
ERS1 I RAEME ROl L 5 BETR1 A8 X287y 2549 8] (Huaetal.,, 1995). ERSI 145145 ETR1
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MU fems s HL N S thAT Cys*s Cys® fRFFRIEIE I 281k 458 (Hall et al., 2000). [T ERSI
1 C Sl 5 SR, RIS R SO 7 CTRI (W45 468 7 L ETR1 WX (Hall et al., 2000)
F4h ERS1 IRIEZ LI5S, 10 ETR1 WIARAZ . GIRIEFK ERST FKIA & 34 N Aefs$2 Ml 4 £
WU (Sato-Nara etal., 1999). Contreras-Vergara 55 (2012) 7EAT S 1542 ERS1 [ [H] Y55 A
Mi-ERS1, HEERESPEE RLHpn BTt JHE IR A Bl sl . XM G BR Y L6
FORPERAP I, (A0 REE T O 5L & G TR E—E M R O, PRIk E it 42
W 2 A2 AR S A 20 (O’Malley et al., 2005), [FI WA BOHT 2 A S #0E CTR1, 18 LMK
PR BRI A E 2 Mk 5S 4 ) N (Hall et al., 20000, 5t &L ERS1 HATXE K AWHE, AMUAE
GILE AR —REH 20515 5, T ELAESAE M ETR1 (I40F RACEE 20 N, [K 2l ERS1 85
HE 2R ICEPMEA B RE MRS, 'S ETRI S8R RIRE GRS AE— @R F K
ETRI1 & PE, an ik 3618 ERS1 W) ETR1 Zhaer= 40, M5 £44 [ W (Liu et al., 2010
123 ETR2

TERLE T, ETR2 ZARSTEIZ 3 - 26S B ARG MIVE R N R A2 AR 5 3 1) FeAd S N . 7E4h
YA RN SRR B S G B ETE, (AR M2 IE R T 1 ul - LI, ETR2 ff) RNA
P BEARMN, HAEAKY RIS N, UEH LT GE2e Xt ETR2 HET 4 5% J5 117 (Chen et
al., 2007). ARG H T2 445 ETR2 855 S IR 00, 2 24007 R i, 3
JLREfR . 8%, WRAAEAEIX PR T IR BR AR, w2 e R A HERR, IR g &
LA, AR AR AN IS 2 (RR BEAR AL, DR TC A — 2 A (1) B2 A PR P gt e 0 7= 26 B () 32 Aok
A IHI, XA LAEEE CTRL 3EHE, AR P00 L4 #U% (Chen et al., 2007).
1.2.4 EIN4 #= ERS2

DL ETR2 J# 81 4R%T , Hua 55 (1998) 7RI 7171 43 25 H 4 ETR2 [R50 Fl——EIN4 Fl1 ERS2.
XMW T A5 ETR2 e b0, BARTEDIRE A 2 5%, (HAH B 2 MIAF/E DI REIGA (Hua et al., 1998).
FERIRE T BINA 45 L1 5 A2k p RIEFERAL (O’Malley etal., 2005), FE RN, #ik
e w MRLLRAE PRIk, T ERS2 FEEAE TS . M. ARPERIE, T H ERS2 [ERIA F
LEPFERRIR IR 2, e 2 AR RASEEA AR (Huaetal.,, 1998).

13 ZHZHRRER

ZAFR I AR K B S AR TR R C SR N7, AR B Z B, ER
A o) BEOKHLFN A 7] A2 K (Guzman & Ecker, 1990). FIFAX—I%, 7 LINTRBAARIAT L45E K B
SIRZ O N M o ETR RSEARAR Y A, — 22 LI AR S, 45 etrl-1. etrl-3 Al ert1-4
S, ISR etrl-1 Al etrl-4 2705 2 MEIREUR AR, FEEE CRNRE ) ek, etrl-3
RAJEREALER 1 MR, BAR OIS & Re J)IE (e, B2 %2 T (Halletal., 1999). fEiX
LEX LI ABUR I R ARE PRI, ETR1 TR G K B — MK, #lneE etrl-1.
etrl-3 Fl etrl-4 W) ETR1 & (1% &)L T2 B AR 2 ~ 3 7%, U O AU AR A 215 T 52 1K1
N (Zhao et al., 2002). 73 —FEINAEHR MR, FRILHIELL R L6 Y, 4 etrl-5. etrl-6.
etrl-7 Fl etrl-8 Z535 /& ETR1 {626 548K (Hua etal., 1998). il etrl-7 & 76 2% 1% Trp”*
FRARARE S ETR] HIThAgHk2 (Hua et al,, 1998). WIFT AL, 5 N2kt KA ETR1 KA
BRRA IR IR RN, e AR T DI RETCAR A SR R A A B 2, X4 et T ETR1 A
A HMEE ) EE (Cancel & Larsen, 2002). I4h, Wang 2% (2003) @il K i ETR1 5 3) UKz 5
ANEZHR cDNA RIEME AR, KILETRL JA8) FREW T T E AR, X MRS ETR1 £E52 1K
KT REE T R M0,
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AR 0 2 SR M R AR 2 R I A1 065 [ Y. (Hua et al., 1998). Jrh
ersl/etrl X 41X AR 8 L0 SN R I I W A, BTG 1 R3O0 52 44 P 75 IR DR 1 4 24 R
FERLEAS S S A5 M ] (Hall etal., 2012). 248K, XM Uil TAEM IR 1 3248 5 0
T, G 2 AR BRI TE B A4l B R FIAR A AT 20515 5 T RIFE, etr2/eindlers2 —H5E
A I AR AL IR 035 SN, T WILE AT O 2 2 RIS DL, K 1 2 AR B RE AT 0
PG S4T, R TSR I 2 AR B4 AE DI RETUAY  (Hall & Bleecker, 2003).

14 M ZTHZRETIEE
1.4.1 RANI 8948 & T 4512 Fh g

LR AT EA B R4 T A e 5 %454 (Schaller & Bleecker, 1995). N 3t Cys® B FEA
WRE S 24, B His® ¥4 3 11045 4% 14 (Rodriguez et al., 1999). 73 #5135 RAN1 (response
to antagonist 1) JE[N, gtz AT s /REk L, HHifiz P A ATP BEAER AR, 1EFHT 204
AR B, RAEHIETRE, HEWBEAERETY). BRI, 758 2. BRA/EHI
HIATP 45458 (Hirayama etal., 1999). 415 ETR1 7EHL2 Cec2 (eRER RANT (R 240 HImEREA
M Ik, WISk gh & LI IIRE ST, (HAn I AN 251 ) 2 A IX AP R (Binder et al., 2010).
KPR /REER B RANT Wifi[fff ER S22 7, Hara Wik, —Rlo@ o] BeAE 7ol gg 1
(R0 AR R o — A 205248 b, O — Bl AT T8 R AR E IR 52 A 32 4 25 1 ) i is 4y
ER [f1%24K (Ju & Chang, 2012). 5 KIL RANT AMUEA Fa 51 Ihfe, 1w HiERe4Erriy)
A P4, BT AR A R PRV 2 BRI 2 PR (Hirayama & Alonso, 20000, Hu2 i A4
Tt FIE RANL g2 O B 73 AR 2L R 22 3 4 B3R LU RO AR KSR I BUSE - (Wang et al., 2006b).
1.42 RTEI # ETRI1 #9845

RTE1 (REVERSION-TO-ETHYLENE SENSITIVITY1) & 2% M i1, BB E R
5y, A7 F ETRI L3, FAES: e #s ETR1 324K, N2 57452 5244 (Zhou et al., 2007;
Rivarola et al., 2009; Kim et al., 2011). iRZGUEH] RTE1 5 ETR1 EHTE[R—#1%, H RTE1 X} &
I (PR FH 200408 ETR 1, IR ETR1 20550 1) 3 A5 I X A GAF 306 #0% RTE1 1% 822 Zhou
etal., 2007), 1fif RTE1 1E it 5 ETR1 B4 H AR R UL L6 455 S5 A6 BN T A6 06 B v, I
HIEXMHAEAFLEIL Y EN S Y, B0 E&Y RTEL 5 ETRI A 1] G2 S A EA0 45 31 (1)
(Resnick et al., 2008; Chen et al., 2010). MG IHT RTEL FRIA, (H2WH RTEL id 3£
TR 25 B L0 T BB AR B E 52 T RTEL X1 ETR1 N 3 [R5 5 A% 3 2 0 75 19, HAMEKHEE CTR1
A, XU T %A RTEL %) CTR1 LM (Qiu et al., 2012). MRk RANI 5 RTEI ¥JfgE A
2 ETR1, {H/& RTEl FEH S RANT ZAHHT, BIEAAAAEDIREIUA (Resnick etal., 2008), L%
MR RIS R RTEL A8 R TE P AN &K (Barry & Giovannoni, 2006), 434 SIGR Fl
SIGRL1, (HIXMWANIERLE LM T S EAE W& 2R (Maetal, 2012).

2 CTR1 & MAPK 23 =

2.1 CTR1BY4#

T CHESZ AR T2 CTR1, 3L C b S FLaII Raf S 5% A 2255 2435 0 B 1 TN
PR (Mitogen-activated protein kinase kinase kinase, MAPKKK) AEF AL, HA Ser/Thr FHf
WM, HAE Mg Mo (41T A BAALEEE, T N SRRg 5 ETR1 FI ERS1 FZH 2 IR i i 15
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RAEHAF (Kieber, 1997; Clark etal., 1998; Huang etal., 2003). CTRI1 H 5 A H AT &4 K g
BT AL RS 5 2R HAETE W T R 1) S5 525 5 A4, Tt e 7 7 BT I |- (Gao et
al., 2003). [All, KZHNAZARASLT CTR K-SR /N, 0 B 2 = 52 AR AR 4 %
CTRI1 /KA BRI, X W] L4632 A2 L Ak CTR1 ) (Novikova et al., 2000). 41
76 CTR1 M N S R 57 541 B A2 AN SRR IR AR, R8N ctrl-8 S8R 1k,  HURIMIE A 2 2
mg, (H22PHK CTR1 5 ETRI 2 EAE, RIUH AR = [ W, 36 9§ #2181 B AR
CTRI1 W4 Thae 2 L7 1) (Huang et al., 2003; Zhong et al., 2008), JfHAERIF I CTRI
REMGARE CIR 2R 2 M A HAE T, el DUE T 5 10 SRR A, DI BT 14 52 R s
(Mayerhofer et al., 2012). {H/& CTR1 MLtT Raf, SH/DEEFREEMIRISE A Ras B H IS5 R 3k, Ut
B CRT1 5 MAPKKK 1] BE{ELhfig LB EE —EMAR (Kieber, 1997; Ouaked etal., 2003).
SAWUIRIE, Raf-1 Wil F R85 IRIR (PAD T A5 Raf-1 MAH 5T o) 40 i 4% 4%, AT 0% MAPK
YUKW (Ghosh et al., 2003). JIf H PA {4 —MEZERNEIGE 55T, G SE I CTRI
(RS 4 25 AR LV PE, Rt 2 BHWT ETR1 5 CTR1 Z [al ) ELAE, K4 PA 7€ CTR1 3%
R A BRI ARG IX — R B T EEIER (Testerink et al., 2007).

22 X(F MAPK EEERNEZHESHESAEBIFEIN

Raf P i) DU i i e A A OS2 70 24005 A0 23R BTN (Mitogen-activated protein kinase
kinase, MAPKKD, Jfit— D Hus A 2273 285 A 3 1 (Mitogen-activated protein kinase, MAPK),
25 MAPK 2k v (Kieber, 1997; Wurgler-Murphy & Saito, 1997). A#AZE K 1H L MAPK 2%
W S5z I SH 8 4 40 JR ok AR LA S A B o Kieber (1997) 154 H A0 1045 5 nl fiE 2l ik 48 11 ik
Wi DI S AT i T 1 o GRS R IR £ B A% 3 AR 2L MAPK S 1) B8 3Bk R 1 (MBP)
PIBERAAEH, Wik MAPK IR N A 825 T L5 57T (Novikova et al., 2000). HF|{E
Fi s AL E TR &K B ACC RS IEE MMK2. SIMK CH 45 9 i #4> MAPKs) 1 MPK6 (UL Fg 7+
) MAPK) M H B SIMKK (MAPKK), A H#UEM T MAPK k25 | 4MGE %%, H
XA I 77 5 CTR1 M SH 2 AR 474, AU EIN2 T EIN3 (Ouaked et al., 2003). JETiX
— &S AT T 295455 M CTR1T (MAPKKK) ] SIMKK %] SIMK/MMK3/MPKG6 (1) £k 7Y,
H CTR1 (MAPKKK) i ifi## Fiiff) SIMKK (Kieber, 1997; Ouakedetal., 2003). ITRHHFTIA
h LA RES AN CTR 55, 0T MKK9-MPK3/6 2515k, Al 485 EIN2 H4%4F ] EIN3, fii EIN3
1 The' 7 A7 25 5 A R A 1T AR 15 5 R RRUE , MR HE 2 1045 5 5 3 (PE LI 1. Colcombet & Hirt,
2008; Yooetal., 2008). ACC AbFEL{EHE MKKO [ 40 izt , dkif 2:380% MPK6 1 MPK3, 1
3 R IR EE SN T EIN3 & ZE#E#2 4k (Chao etal., 1997; Solano etal., 1998). ifij CTRI Y 4—AME
LG8 1) MAPKKK, 241 T iiF MKK9-MPK3/MPK6 256G 1, I [A] Il ik 22 1) MAPK & 4%
EIN3 ) The'? R AEBRAL, @ BIN3 (& 1. Yoo etal., 2008). 44K, 7 ctrl SASK 24547
AEfEi5 3 BIN3 IR, RIILEAEKM CTR {55 1B B RE 9 L4305 (Igbal et al., 2013).

WA FAR TR A, A MKK9-MPK3/MPK6 2212 5 T 2 B & B 65 5
SR (Bcker, 2004; Guo & Ecker, 2004; Liu & Zhang, 2004; Joo et al., 2008; Xu etal., 2008;
Bethke et al., 2009). K W57 &I, $UE 7+ MPK6 n] LU i i Wa 1k 4 1 R # ACS2/6 HIkssEtk, 7%
T ACS WJRIL, #_mOmIEYE R, MR R I NtSIPK (AtMPK6 [ HJEY) s S
LI (Kimetal.,, 2003; Ouaked etal., 2003; Liu & Zhang, 2004). MPK3 F1 MPK6 #Jfigif
IR A AE FHTE ACS2/6 B C iy NSy s LA e 1, iR B IR AL ) ACS2/6 2T digiz
# - 26S HE AR A A (Joo etal., 2008; Hanetal., 2010), JfH &I MPK3 7 MKK4/MKKS5
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(1) N7 (Han et al., 20100, 8RB IFAEHTH I ACS BE# 52 21 MPK3/6 [F11#%, a1 ACSS AN
MPK3/6 [ RICAE IR 55, &% % B3 12 M ETO1 M, Widiz % - 26S & 1M AIR7E %
fit (Wang etal., 2004). 52 Gi&5e A JENZE, VFE2RRIMINE 24 (B ACC) FHANRELE = MPK6
B E . HARAE LM ANBUR S AR PR Bl A AL — 5 W (1 5848 A, MPK6 (19375 1 35 38 AT 1
WARAL, RIHHERT IS ik SIMKK 3N HH (R 72210 L0 SN AT RS L0 et ETHI 45 2R (Ouaked
etal., 2003; Ecker, 2004; Guo & Ecker, 2004; Liu & Zhang, 2004). LA iR53}iE mpké/ctrl
TR ctrl FARRIIRAMLL, XBCFE T MPK6 JERH S5 LMl 55 W s (Ecker,
2004; Menke etal., 2004). @ik RNAI BEARHG MPK6, KILXT £ 5 WA %5 (Menke et
al., 2004). Xt 52 ATHI4E R )&, Zhao Al Guo (2011) 45 Hi MRS MAPK IR R 1R 5 i Hoe
SRR s (i g ), T2 BT ACC % MPK6 (130 il B — e F2 B [ plix e
WEWNZEIiES, MIEARE ACC HIEFERAEM, PRI PR b TP SR A .

PRTEy i RAEGE/ TR
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Fig.1 Schematic model of ethylene signal transduction Crefer to Zhao & Guo, 2011)

Arrows and T bars indicate positive and negative regulations, respectively. Solid lines represent direct interaction and dotted lines

represent the meachnisms have yet to be demonstrated.
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2.3 TEMmHAEY LeCTRs

AR B SR I CTRY LN . AR, R G —4 CTR1 A,
T 70 T 2 4 ANSEEDRI R B CTR1-like 5% (LeCTR1 ~ LeCTR4), 4 /> LeCTRs 7& N S d5 4 — B {4
SEREA, SR AR R A HARPTL TR (Huang et al., 2003; Adams-Phillips et al., 2004), Jf H.& i
HOAR[RIK) LeCTRs 2 SAHMN (1) 52 (4 R AE R S P HAE, #9141 LeCTR1 5 LeETR3. LeETR4 K AEHF Fdk
() HAFE (Adams-Phillips et al., 2004), ifij LeCTR2 figfi% 5% T NR AN G i ek kA g, H
LeCTR2 5Wj& 1 KfUZ & LeETR1. LeETR2 M HAEM Wom T % 2 5214k LeETR4. LeETRS #
LeETR6, X Ff— Ut B 21 S R VB /T P & 1K L AR Bt /B (Lin et al., 2008). A5 &I
LeCTR1. LeCTR3 Fl LeCTR4 H A L3244 NR AEAEI A N A BRE AL AL BT b, 3XJ2 T NR fig
i 5 AT T R A4, NITTHS LeCTRs W51 42 4 5T | (Zhong et al., 2008). [F] I, LeCTR1 mRNA
SRR T, A2 RSNE OIS, (H2IIFE T AICTRL MR AL HEZ S 4
I 50, IX 1 LJdRt AtCTRL (1)1 S IEAA R4 — & 1 B il (Kieber et al., 1993; Leclercq et al., 2002).

3 EIN2: M55 5 S 1A 4l

EIN2 J&—ANEEIEL 1, 1E K LI A5 5 MR T I 1) 40 A A S i A7 b R — AN SRR AL, 7 T CTR1
N, HIEWIE MY (Alonso et al., 1999). 3 N #iii 12 AN IZ BEL i) F 5 Nramp FKKR K
GBS E AR AL, B2 Om e, e C b e R A A A, EXhne L E
TR TT LI A Y., i R 38 BIN2 1) C i At 2 (R AR 2 I LR 4R 42 1) &0 S W Allonso et al., 1999
EIN2 {7 T M, fe5 ETRI (20 209 Pl A AR e ek B4R, R 2 S2 /R 8 E 1Y) Ser/Thr
TWTERE S ALY S EIN2 (U HAEE A ARG (Bisson & Groth, 2010). fEXA LIGHITER T,
TR AR I W S CTRY 2R b g &, BHISZ2 /A5 EIN2 HAE. [FE, CTR1 fi+&
17 Ser/Thr JlEsR, [FIAET AT MAPK 4B FL 448 EIN2 C i LX) Ser®™ A1 Ser”™ & 4 WAk,
W BIN2 (s, O ARG 58S (B D. B 528855, AMUEEIEI 2140 B 3 ik
Mk, ff CTRI1 BRI CAR T 2RE, M2k BRI R, IR ZM Ml EIN2 K2R LBRAG/ER], It
52K B AR 2 AR - BIN2 B A0S FE(s 5188 (Bisson & Groth, 2010). 5K EIN2 4
TR 7 - 268 5 BRI S 1 LM ) F-box 81 [ ETP1/ ETP2 B8 %% EIN2, H ETP1.
ETP2 2 [0 A BEAFAEE TRETUAY (Qiao etal., 2009; Bisson & Groth, 2011, 2012; Juetal., 2012).
ZHDNFAE I ) BIN2 2 Gy 045 5 A% i3 25 40 B A% P (1) EIN3/EIL I A& AR B Af, Sl 22 #5047
PEH T ASHIM A, N BIN2 [ C S RERSAE Q075 T N RAESTY), HBTPINAL 2SR AE C uil
630 ~ 645 aa Z [H); 7B FKRM C wpfidl T — N1, BE 5 WA M 240 N (Ju
etal., 2012; Qiaoetal., 2012; Wenetal., 2012). EIN2 HUFRILF Bt Fib & — MRS AL E NS
5 (nuclear localization signal, NLS), ‘&AW # Bl EIN2 [¥) C i 2 A7 240 ffi k% L= (Wen et al., 2012).
WEFURIL, A EIN2 [ C s 4% 240 M k% N A feds e BIN3 14589, M BG B EIN3 84 14 5%
MR OG5S (B 1; Wenetal., 2012). WF50E R ILAHE CTR 3R I & A= 2 LR L
£, B BIN2 FIRERRALAT 25 (Ser®™ Ml Ser’™) K AESAKI4: S8 BIN2 KA r 454k, C sisik
SRl AR, T ASWT S K0 EIN3/EILs @121 445 55 S, RWERWLGHESH#HS
BEAT AT BEIEA MO CTR1 R MAPK 221 [ W (Qiao et al., 2009; Juetal., 2012; Ji & Guo,
2013).,
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4 EIN3/EILs: 4oz N 1 IE 3R -7

4.1 EIN3/EILs BI&E#I 5Th8E

MG R oy B 20 1Y) EINS JE[H, St it (4T BIN2 (R, £46E 5 S P RIES
KEEEH (Potuschak et al., 2003). [FJIH &I T EIN3 [[RIJEHEA EIN3-LIKE (EIL) EIL1-5, H
A EILL. EIL2 25 44 Y, H EILL 5 EIN3 MILLE s (Chao et al., 1997). EIN3/EILs £
TRz, gaidr)e—Kael S5 DNA 45 G, N s SRR, P RAmigiess
FIEIT5 DNA &4 1 C i T2 Il 2 R A Wil 2 RS AW L M= B (Chao et al.,
1997; Kosugi & Ohashi, 2000). EIN3/EILs G55 i) ERF JEKJH 3+ L4 & DNA JPA45 4 (H
ViR MR LG N % oefF, PERE), Kif'S ERF [J3KIA (Solano et al., 1998). 4K EILI/EIL2 5
EIN3 IhAeI4s, HISEAFAAE S, BIandE/E R iR 5647 J51i, EILT 35 BAE e AE LR b Pk A
P EFNZE MR, 17 EIN3 322247 51 %)) 1 o K8 20 1 £ ) V. (Chao et al., 1997; An et al., 2010) .

4.2 %f EIN3/EILs BYiE$E

TERIYR A, EIN3/EILs J2 52 2IBI0E G A R . 90 RIS T2 2340 (E3) 281 SCF
HAERF PR F-box %1 EBFI/EBF2 fii1 EIN3/EILs i, W CAZEAN MR A 45 2 R A AR
(Potuschak et al., 2003). {E¥#H LM%+, EBFI/EBF2 fgi% 1) EIN3/EILs, MHiliZ % - 26S
B IE AR T KO AT TREAT B AR s AL SIRAFAE R, ANIE 045 s EBF1/EBF2 HIR#A#, EIN3
A BEYEFFFSE (Guo & Ecker, 2003; Potuschak etal., 2003; Anetal., 2010). {H/2 2555 EIN3
(IR 22 06254 EBF1/EBF2 HIAEAE, X EBF1/EBF2 G840 EIN3 JL[K (134 (An et al., 2010),
F£ H EBF1 78 £ s N a6 32 2R L, 10 EBF2 2 76 [N (1) 39 5 35 S {7 ( Binder et al., 2007).
R IE T, ebfl/ebf2 WUSEAR R I A K 2 2], IXUEHT BIN3 X 4y i 1) A Kk 2140 i1 4
(Gagne et al., 2004; Binderetal., 2007),

4.3 ¥ EBF1/EBF2 HyiFis

EBF1/EBF2 1E N8 M, 1] LATE SR T B SRz 3 - 26S M LIERAAFRfE, (HiX/Nik
o B TH0H] (Anetal,, 20100, JfH EIN2 j& EBFI/EBF2 [ iR 2, el nl fg 2
T EIN2 #1348 COP9 {55 H &4k (CSND, #EMinth T F-box & M Az #AEH, (Rt
fi# (Christians et al., 2008; Anetal., 2010). {HJEXFHLHIEAFAEE U BOAEE, W OG5 ST
M BIN3 #U8, BIN3 ghaE 5 EBF2 LR8I 1454, 7' EBF2 RIA, B2 &1 EIN3,
T 4EFEA P ) EIN3 /K7 (Guo & Ecker, 2003; Potuschak etal., 2003; Binder etal., 2007; Anet
al., 2010). {HZWFFTRIL EIN3 (35 26 EBF2 () mRNA /KFA 5400, 1% EBFL (52 mEH /N

(Binder et al., 2007; Konishi & Yanagisawa, 2008). [AIl, EFARE I 70 &5 A7 T CTR1 R
EINS/XRN4, galdiia A4 5 - 3 HiAZ IR /I (Kastenmayer & Green, 2000). IXFHEFAL T4 g
Jih, Bet ERE MR T UiF EBFU/EBF2 (1) mRNA, MM #IH] EIN3 (1) £ 2 15t 1 15 (Kastenmayer & Green,
2000; Olmedo et al., 2006; Potuschak et al., 2006).

TEFA T BT 2 LeEILY 270 LS e BEANBI R IA, 7R3 RSk O 15 5 i S rile 4 %
BUER], JFE KA ein2 (IRAE R (Panetal., 2011), 7EMHE 2055 1 EIN3 () [RIJE K TEIL
(Kosugi & Ohashi, 2000), 7E&¢&H4r & H EIL fFYEFEK pVR-EILL A1 pVR-EIL2 (Lee & Kim,
2003), {EERFRYEH EINS (Y [EVEEE A LeEILL-1 (Zou et al., 2011), fE4ESFF23EH: 3 4> EIN3
(PIRIJEIE A, 2353 24 PSEILL, PSEIL2 1 PSEIL3, fEAN[H AL 2 R IAAN ], o PSEIL2 Fl1 PSEIL3
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(1) s 1L BE 52 £ 1-MCP #1521 (Wang etal., 2013).

5 H:3[NF ERFs

51 ERFs B4

sk KF ERF & S SR A 1), IEAAAEE R & 1 (Ohme-Takagi et al., 2000).
ERF HH5k K12 J& T- AP2 DNA 45 &8 E KK I —2K, XA REE H AP2 (APETALA 2),
RAV (155 ABI3/VP1 #H2%) J& ERF 3k K+ 3 ML (Pan et al.,, 2013). .t AP2 W% K%
KT S AP2 $. RAV WS A A DNA 45418, — N AP2 1, 7TLLE CAACA %1
gty B NIB3 I, 5 CACCTG J¥4145 4 (Pirrello etal., 2012). 1fif ERF V& AT 43 P2,
—25/& ERF, AW S5miifesiocE e (PR, WJLT 5. B - 1,3 - Fi2RMENG . DI MR
JA 8 L] GCC-box (TAAGAGCCGCC) &ity, NZESNIIAEYMG; 5 —35)¢ CBF/DREB, fE
5T R NE L (DRE) 454, HARAEMWIAaMIE (Pirrello et al,, 2012). #3&KHF ERF &1
DNA S563 Heaisi. SERMAL R ZEMES (NLS) (HET 45, 2007), Hrh DNA 454
WABARN ERF 3, 1 58 5L 59 MRS IR ERAL, Re R iy PR ZE L) GCC HESE &,
1E R 00 N 25 7 TS 2 A S /] (Ohme-Takagi & Shinshi, 1995). 2 i B4Rk 4¢ %] ERF
15 AP2 R ARF AL, (HAE KB AP2 3k A% ERF 3 r] LA EH#:5 GCC-box KA LA, XM AP2
RS Z54 11 DNA J¥%15 ERF 4845 i ANJA] (Biittner & Singh, 1997; Haoetal., 1998; Fujimoto
et al., 2000; Alonso et al., 2003). ERFs F 221 55 DNA F BB i 3 4% 5 In) AT I HERE Bl
1 BT B —A o BRHE R S5 H, HAH BT & LR 2R IRk S DNA JKigH 8 AN
FEXPRATAE, SRR S AL S (Allen etal.,, 1998). I & BTl &k & AR % 22 [, 20 1 5k

(kd ff) CIEFEES pm, HAE GCCHEM 11 MExH, HAHH T 6 Mdixf (GCCGCO)
Z 5T MEERAEAE, HPE 1. 440G & 64 CRIMH AL A RE ) # (Haoetal., 1998).
MIRIXFh 25 5382 5 GCC-box 4 I BT Ak A% T R 455 LA A fE ERF 35k _F — e o KERR A I 1R Jo i 52
Wi (Pirrello etal., 2012). HEJC &5 5433 7ML ) EREBPs (Ohme-Takagi & Shinshi, 1995),
AR ] AtEBP (Biittner & Singh, 1997), ##4fi[#) Pti4-6 (Zhouetal., 1997). LeERF1 (5K4L
S, 2008) LUK LRI SR ) AtEBP. AtERFs Al ERF1 (Biittner & Singh, 1997; Solano et al., 1998;
Fujimoto et al., 2000), #iif-*{) DkERF1. DKERF6 (Yin et al., 2012) %%, ‘&A1ff) ERF I HE1
5 GCC-box R&ELH . MIRWAWIURIL, FHAH R Pid BN —38 ERF K1, HB
fie ks> GCC-box [1) E4 JHB 1454 (Chakravarthy etal., 2003).

5.2 ERFs B{ER#LHI

ANFIE) ERFs, SF3ERE SIS A G 225 . Bl ERF X T8 GCC-box FRIA I SE R K13t »
B R DU G S s N 1, ] DU s3] 7 (Fujimoto et al., 2000). i1, ARG IFH ) AtERF1 .
AtERF2. AtERF5 5 GCC-box 4i & Ja s Wud I RIM 5%, 1 AtERF3. AtERF4 5 GCC-box 454 )5
W X S KL R R AL, JF B FAN AR PR E, AFE) AtERFs 234 A [ 1) R 25
(Fujimoto et al., 2000). [AiWATHF5T KL AtERF1. AtERF2. AtERFS X} GCC HEM 541 & 4451k
LI BUK, T AtERF3. AtERF4 X157 41 R R0 WA AT R 35— £ (Fujimoto et al., 2000).

FEIE 2 E ST PR R IR T EAE A IR — i R R e ) T AR R AU IF K AtEBPs
Ry b R fn e & o E 45 A IR T (OBF4) RAHAE, UiWH ERF Sttt (bZIP)
(KA L A& BERS 1 42 Bl A FE R i 6 5%  (Biittner & Singh, 1997). {173 B H S5 HH L ERF2 [F] Y4
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(1) Ptid. PtiS, ‘EAIAMYAER SHURIER Pto L1 GCC HEL & i¥aFEs%, 1 H AT LLEH:S Pto W
HAESETI R BERRAY, X PP BERR AL A FH R AT B e IR e dE— 2P 10 Pti4 5 GCC-box M4 G
(Zhou et al., 1997; Gu et al., 20000, [FIFf, BERRAAEFHLEE XS ERF (AHSCTIRE ™ A= 52 m, {41

Wil I+ ) AtERFS 4252 %) MAPK 421 (Fujimoto et al., 2000). Cheng %5 (2012) LA
FABEREXU R AT A, (EFL R 7 20 25 7 —A RING E3 2 RiE#H—RGLG2, ‘B AtERF35
MR N R A AR, JRREZ IR K AtERF35 BEAR

LIHAE ERF1AE N R AE R s R Rk i B A R 1, RN TE SR AU AR
A ein2 ', AtERF1. AtERF2. AtERF5 {5%& 0] LABE %47 GCC-box 5% (Fujimoto et al.,
2000, 2 FHHRIE T TR IR 5 AR SEBHIG BE B0 S 4 M ) GCC-box FERI I #E S, I HIX
ANBOTEAE IO 295 , T 238 e 2 5 R s IR A0V F 5 S A R 40 i vh ERF2 2 K1) 24 ( Yamamoto
etal., 1999),

ERARPURFIOCH PR LD 1) GCC HE HJE LM N2 Joft (Ethylene response element, ERE)
() —Ffr, 1755 BB AR DR B R B A AP AE GCC-box, 1t BIEAT JLABAN [ (1 i =04 FH oo 2
B st 5 8 B 2L IR IE - (Ohme-Takagi et al., 2000).

6 BTz T EER

6.1 EER1

IR T2 T — B 984814 eerl (enhanced ethylene responsiveness 1), ‘& & H T 8% [
F&1F 2A (protein phosphatase 2A, PP2A) LAY A 75 WAL RCN1 KA BRI S AF SEYy, REfgA(E
S RN BB B L 0 20 R R BRI . 3X 6B EER1 14 RONT [IZ5A7 FE R, & 2315 S S 1
YK f- (Larsen & Chang, 2001). ¥WAZMHT AL PP2A 5 CTRI Iz umif7 /e BAE, ik PP2A
G AR, A stas W] WAl CTR1 &1, MIiHe e TR OO0 U (Larsen &
Cancel, 2003). {HJ& RCN1 [ s /K V- Rl 55 i KA 32 21 L0 (1) 4% (Larsen & Cancel, 2003) .

6.2 EER2

TR RAZNK eer2, L5 eerl AN, eer2 f ZEARGHSAE T A REX L0 ) N9, I H eerl

M IR A BT, 1 eer2 IFRA R . FIN, eer2 7EAME ACC I T R I ME

R EFAE AL (De Paepe et al., 2005). #EWT EER2 J& K& 52 R4 HH I — MAEER T, Wi EER2

BRRAR, ek FA ORI AL, IR MGG &/ E AR I JE R R IE, INTTIEZZ it Jy 322
(De Paepe et al., 2005),

6.3 EER3

eer3 i 2Rk A SR PR A F I T £ B BRURR P G 5 o X PR AR & TR — MU R . AtPHB3
BRAET —AEEER S K EER3 I Dh g e Ak, RIMHIEL N L0 Y, I H <IN AtPHB3
HACNAEM AL . B L7 kL EER3 JEEHTE BIN2 1 R, &R 5 S m
TR $E R T (Christians & Larsen, 2007). eer3 SEAFAANRKIL H X 245 T80k, i H 2%
(f& it B i - 7F (Christians & Larsen, 2007). 488 AtPHB3 XT38 207 175 3 ik [l 5L PRA i
FIEREM/EA, #ll ACO2. EBP 75%E4E EER3 AL T A e 1& (Christians & Larsen,
2007),
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6.4 EER4

I3 BB ARG ST R ALK eerd, SRAEGAY X R A AL AT IR IS ARIE ),  IRIb 4 = A — AN BT
&% . EER4A KK WIS & —Fl C Sift 5 TFID HAEMIHE SR, AEl% IF 1S ERFI KRIL,
Jf HZ Bl EER4 fEfiZ 5 EIN3 fil ERF1 K44 E4h & . EER4 /N —FEE % N1, AMYAER 5 68
WE AR RE 6 I NI FE R 2Rk (Bl ERFL), BEERS 75 S HH| L9615 5 5 S LKA (filan EBFL
Al EBF2), {HEKUL, EER4 gnfih i) N v £ 2 40516 TS, IILEUR R SR gE 15
X LAY, (Robles et al., 2007).

6.5 EER5

FURGTT eerS SEARRGRIN HRT 075 1 BURK DA K 205 S N3 i, AHIE S I G i AN e 38 . 158
NI PAM R EIEE A COP9 JHBNA 1 (PCUPINT) AHICH A4 ] () 1 5 A A2 A2
JEREUC (Gly™*—Glu'™) Mkfty, I FLIXFEE 15 CSN LR ARH L. 156 % W] EERS 1 78
CTRI1 B, fet A5 EIN2 [ C wigfil CSN A HAE, [AIN EIN2 fghy H ¥ t EERS 4% CSN
(35T, H BERS nf LAZEAKHEE BIN3 [41E R TS QG IS5 S, X8R (5 IS 1 AN 4 it
Fl—ZEAEH (Christians et al., 2008).

7 EH

1 U CIRE S h S N A DI R A T MNBONRA TR, R38R E —
L) A AR, BIANTEZA——CTR1 EAMRE R, CTRI1 HIBEEEEE il #] 5 & i
MAPK Rk [ NAE L5155 7 5 i 2RI BRI A s EIN2 (9 C e SEH00 N KA B U146
FIA G W EIN3 [, 17 EIN2 FO0R5F N g L EA SRR EShRE. A Jn ] LURH & A i
W AFEIE, ERIEG A BT i Q)65 5 S h I 8 R B2 e i % Eo e
To [N, LIEfE S FEBAEIEARMVALAEN, SHEMPEENAERKE, REE. DERSE
HRXHAEM, BInshEA K Z B34 A% ) EIN3 FIFLE (Heetal., 2011). Rk, @ 4kstis4
TG54 I Dhae SYE AL, IR ST 5838 (1) LM 15 5 W48 1] LUK A Jia F R ) 8- AR BB B
03 2% T PR B B it o
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