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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.
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PEAN A2 L0545 5 5 SRR K S5 U0 IR T RE , He A 40 45 52 AR 85350 0 45 K S AE 0w N A VR
T MITOGEN-ACTIVATED PROTEIN KINASE (MAPK) Zi1E [ N (11433, EIN2 {5 S AL ML,
EIN3/EILs (145 /7 20 & ERFs [F1IhHE%

1 LS R i F AT fg

11 ZHZRrshse

RN ITH LT 5 A2 AR i ThRE G IR S AR Iy B 19K, T AT IR S M A5 5
SN (Hua & Meyerowitz, 1998). H4i & AR AT LUK &A1 A PN : WK 1 4
$5 ETR1 1 ERSL, A MRSFAZIRT], Hrh ETRL H B AR REMGYE, 1 ERS1 HAG X E
Difie, B EAT BRI YRS FAT 2 2R/ 95 2 1% (Ser/Thr) il i% 7 (Moussatche & Klee, 2004 );
WP 2 435 ETR2. EINA Fl ERS2, A& IRsFINAL MR, HAT Ser/Thr gy te. tbak, Wik 2
ZARTEGAAE (N 3D LT 1 2462 — AN gk IR B, XA v BRI DR A2 70 WA B A IR RE AR TP 51
YEAERLE S IE (Qu & Schaller, 2004). ARTXAN Fr B4 My th 2% 2 2446 5 EIN2 2y
Wk, 5 EIN2 1945468199 T % 1 (Bisson & Groth, 2010). ETR1. ETR2 1 EIN4 [
i (C i) A — AN RPE, 17 ERS1. ERS2 MG Z XANGEM) (BRLHrh 45, 2004). LM%k
FRBAF e AT, TN T R A (Dong et al., 2008). Chen %% (2002) #ENIIX A
(152 N 0 A1 v B B T m R B, S A il A2 SR AE KV e AR v P B R IR B 8

12 ZWHZRRLEEFIThEE
1.21 ETR1

FE S S0 B ST E (R Je ETRL. ETRA [ 4546 55 40 7 1 WLZH 2018 15 2R Gl g AR,
S N 3 () 205 4548 Cethylene binding domain, EBD) F1 C 3 (K 4H S B Btk 52 W R ek 4
(Schaller et al., 1995). (K24 ETR1 HI41 2 Ml 15 S NI IAE [ — AN R E L, Prbg s 7 “ 2%
A HIEE R o N B ) 128 AN IERR I 3 ANES IR K BE AL, M o 15 JFIEiE (Schaller et al., 1995;
Voet-van-Vormizeele & Groth; 2008). i, ZJisiA 1148 (ethylene binding pocket) J2&7E T ¥ /M5
JERZ e N T IR, 4 O A AE IR B R ) 5 165 Nk FEAL (Schaller etal., 1995). AHLLHT /M5
JEEIR, 55 3 ANGK IR SME A5 7 AR IE TN, AR B ] REAE Rt O 45 G B SR 45 &
USRI RO TR 3% —E /B (Wang etal., 2006a). ZM 524G HmALEESBNE 725, %
1 S B T 45 B AR LR S5 S 1N (Rodriguez et al., 1999), H. 7735244685 11 E I BE 2 (Cys).
HE B (His) RIFREE (Met) 555 (Martin, 1991), JLrhesfs — NS B B Cys™.
His® & 454 207 BT 1 (Schaller & Bleecker, 1995; Rodriguez etal., 1999). filfi1, 584544 etrl-1
S Cys® Al Tyr, BHFS T 324k SHIE T4 &, (2R E e k454 2168 ) (Schaller et
al., 1995; Schaller & Bleecker, 1995; Rodriguez etal., 1999), HilF5Z ert1-1 0 £ 45w W A& 5 4
AHARIL & 52k (Liu & Wen, 2012), Mk ELAE Ag™ S0 L4615 557 5, AL IR ILLE etrl
S ARGEAGAA N L A5 P A2 AT KB T T A, AT ETRL AT UK & 5848 (A5 Ag™ iU , i ETR1
AR A B B BE A DR ST 0 20 2 RN V% 1 SR A SN AR AR S B R TTA 2R (Asp) kit
X —HREERE, A REAE 1R T sy R 2 OCEE/ER . (McDaniel & Binder, 2012).

ETRL &ZIRMITIAE: ETRL N 3 AR F IR a5k L (Cys®, Cys®) fighg K prh —Hi
B FRIYR IRAR, A D RUBIEE A LS A0 (Schaller et al., 1995). #i ETR1
RAGFAFTIRETETRAL, WA Z AR U S B FERR A I R ARIRES . 75 N il 55—~ GAF 3,
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TP A5 AR, FRER: LIRS A R AL A TR . GAF S RERE S MEHLZ 5 cGMP,
TEEIR TR, BRI IMGER LS AT R R 1 FhIA, T DU SR R KR, T H2 5Ok,
SR IN GAF Bl/E ETRL B AT AL AR W (Aravind & Ponting, 1997). {H 2Kl
AW H GAF WA ReX LI MG T 5 SRR — e M E- . Xie 48 (2006) KL ETRL ¥ N i
FESAT R 1 2R o0 T AT LA 055, HLAZ C it s/ . Rk, #EM ETRL N i |- GAF
W RE S LS SR TE AR IR A, T S AR A P ELAR SR AT 26455 Y (Qu & Schaller, 2004;
Xieetal.,, 2006; Gaoetal., 2008; Grefenetal., 2008; Chenetal., 2010; Liu & Wen, 2012).
ETR1 SREMRITIEE: ETRL C St — NG RIMAE R, L5 AZBERI A 5 (His®™)
DAL bR P A S H 2 R AR S M B AR, (G T G2 &0, Jrh ETRL &3l His®™® Fil s b i 43 45k
(D659) KILITMM M RITRE, G2 &S ATP Z5 AR FF%] (Gambleetal., 2002; Cho &
Y00, 2007) . WIRAEIXLELR AT (PRI FAT =R AR SR # 2 T 80 A B IR 1 T BE (1) 3E 2% (Gamble et al.,
1998; Halletal., 2012). {EAMFRIAEGHIRIBCT, IR A 2 RIRIE 2 K A ARk, R i i
B 3 e Ny Ky Asp BREE B, NI SRS 5 oo (Gamble et al., 1998). H ETR1 J i
B 2 AR A BB /E 3552 Mn?* (Gamble et al., 1998; \oet-van-Vormizeele & Groth, 2008).
Gamble %5 (1998) KIS A B AL 1% 1tk 38 2 2 B BT pH (52 m, W RR 41 20 A e R PR &1
FARE, HBERLEIR. BRI AR T EEREISE T AT E . BARHVFZ IR CIESE ETRL
) 2 B I B A A 5 1 S rp JE AR 2 A T 1) (Gamble et al., 2002; Binder et al., 2004; Qu & Schaller,
2004; Xieetal., 2006), AH &2 2 BRI 1) Pk v] BEAE 2B M o (M AR KM A W 52y Tl A 8 B 244
A (Binder etal., 2004), H 412 PR % I 1R 2k 2 IRk 1) 42K (Cho & Yoo, 2007). [Fli,
MR AL 2 2 AR 5 M CTRL RAEEAERIAL A (Clark et al., 1998). {5114 A7 HE FR W ik 1
AR C ufi s CTRL 1 N i 2 7] [ B A B S o TP 2 5244, 1K 1F e 21 e R i 3k 1R FH (Cllark
etal., 1998; Qu et al., 2007), Jf H 32 AA—EIN2 &G 7R I i 3 LA 2 HOX — 2544 (Bisson & Groth,
2011). Hall 5§ (2012) i th LIm Re (e k2 A S RIS 1, ELBS R AL AT F X S0 A5 5 1
VERTREAEAEWRPALE]: 55 1 RpJe ETRL B Z 0 BRI IE HRALIE RS, JF B MBS R G &
(APHs) FINZiER ¥ (ARRS) 425, 1Mk S APH F1 ARR ) (1) HAE i) GE 75 2K X
FHsEIRAAE s 26 2 Rl B2 ETRL MIBERRALAE FH & il 5 s A2 rh OGR4 4y, R 51 R EE R
R, TR AN AR, 48R, e F S ool #iln EIN2 8032 RTEL nfgeth4s 5 ETR1
(12 24 BRI s % B HL/E - (Bisson etal., 2009).
ETRL It B N I, A SHBcE, P Asp #52 H His BEIR AL 5 i
B R R — AN BERRAR . Wi Asp RAEGEAR, AN sema A SRR AL 1Y A Bk IR fk B ) (Gamble et al.,
1998). ETRL KI5 ‘Sl th & Tl 284k, H _SRALAEA 2 2R K C umifis, &L 5 A4 B Bk
SRR TR BT I IR ATES, AR Asp®™ FRIE I B —A v-loop, IXANEEH AT L
NERE ETRL 5 CTRL (W HAESREE (Muller-Dieckmann et al., 1999). [RIBHFFTE RN, HIRFTH
W2 AR 05 SR R RS, (H2E ETRL 783X — ik FE i & S ANTT 20 1), f 2 B2 J A
W& ETRY L[ y-loop 765 RS 5 40 1 R A2 B AR k% T 2211/ H (Berg & Peacock, 1992; Binder
etal., 2006). R4k KI ETRL. ETR2 Fl EINA 7E LBk L0 i PR M 2 A= K B A3 0 0 G, 1
ERS1. ERS2 & H|11E AR/, XAV T 15 552 WA K 7 1 B — & D) 6e
(Kimetal., 2011). A B R IE RFEOR I Z A/ HEE CTRL e ) AR T BPA AL, PRk Ui
B RS 251 SRS T R AR E M Ui6E (Qu & Schaller, 2004).
1.2.2 ERS1
ERSL R AEfE R I 5 ETRL A2 X448 7 #5438 (Huaetal., 1995). ERS1 [f145#)5 ETR1
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(RARACLEE Bz, H N St Cys®s Cys® fR~FikIL T — B AA45# (Hall et al., 2000). (7T ERS1
7 C S/ S Racek, RIS R foE R KT CTRL (4548 1Lk ETR1 B%{I% (Hall et al., 2000).
J7i4h ERSL [MRIARZ LI&15T, 1 ETRL WIARSZ . ARIEFRK ERSL FKIA & 3G N Ae a8 $E m 4l 40 &
I (AU (Sato-Naraetal., 1999). Contreras-Vergara %5 (2012) 7EA S rh753%] ERST 1) [R5 3 K
Mi-ERS1, L&A TS HAE RL R BGAN B, e OIFRAS A Bl m (. XSIR BAR S Lih
FORPERLP I, (AW RS T O 5 AL &G TR E— M R O, BRI et 28
W 2 32 Ak S5 4 20 (O’Malley etal., 2005), [AJI AW BGHT 32 A 23 3065 CTRL, 18 LMK
SR I 238 2RSS 45 SOY. (Hall etal., 20000, it 8L ERS1 EAT XU (1 45k, ANV AE
BILE AR —FENE 25 S, T HLAES LR ETRL MI4E RIEEE 20 OV, Rl ERST 8L
AL EPMEA e RE OIS, B ETRL S8R RIRE GRS E R AR
ETRL (136, Wi &30k ERSL W45 ETRL Zhfier= A= Pl , M i34 5% 4,0 S v ( Liu et al., 2010).
1.2.3 ETR2

T, ETR2 ZARSTEIZ 3 - 26S S AMAMER N R A GRS 2 1 B i N . 7E4b
VI RN B RE B S AR BT, AR 2R E ST Lul - LY, ETR2 ) RNA
AKEA A WA, HE AR R N, S0 28] fessxt ETR2 MEATH: 5% 51775 (Chen et
al., 2007). XATREE I TIE 2 445 ETR2 855t ST I R A 00, 2 2240 s R iE, 33K
HFef#. 98, WX AT T R 2R, s 2R R N HERR, IR dia
LA, WA AL AR AN TS LA (RIR BEAR AL, IRk T AR —2 A () B2 5 PR IR gt e 0 7= 26 B () 32 Aok
PR, SXAEHUT DAE CTRL (3G, A AR AR BRI 45 MU (Chenetal., 2007).
1.2.4 EIN4 #= ERS2

DL ETR2 J@ 8145, Hua &5 (1998) 7E40L g 71+ 70 &5 Hh 4~ ETR2 [R] Y52k l——EIN4 F1 ERS2.
XWEWTAS ETR2 S0, BUAREThRE I 22 5, (B B 2 (M A7 fETh e 14 (Hua et al., 1998).
FERIR T EINA 75 L7510 5 A2k p RIEFERAL (O’Malley etal., 2005), FEZAEME, ik
E M IRELAAE P Rk, T ERS2 EEAE A . it MR RIA, i H. ERS2 (I %
LIRS FIE A STEEA A 15 (Huaetal.,, 1998).

13 ZHZHRRTIK

LR B AR K A A A A TR I “ =N, MR B RS K e B, R
Bl 1) HEKELRD RS 7] 42 K (Guzman & Ecker, 1990). FIHIX—3%, W] LA RASKSEAT 2005 E s 15
SIREZ O N ST . ETRL IRSARAR I A, — 22 LI AREURSEAS, 47 etrl-1. etrl-3 Al ertl-4
S5 BN IS AR etrl-1 Fl etrl-4 JE 705 2 MBI R A 588, SELE S LE IR 524, etrl-3
RAJEREALER LA R, B OIS & Re J)IEA (e, B2 82 T (Halletal., 1999), 7EiX
BEX O AR RAAA PRI, ETRL ZARERE S G K EAT — MR 3 iy, Bl etrl-1.
etrl-3 Fl etrl-4 W) ETRL & (15 &)L T2 B AR 2 ~ 3 4%, Ui AW AU AR R 215 T 52 1K1
N (Zhao et al., 2002). J5—FJE Dhfgdl R IETEAL, RILH TSN 495 N, 14 etrl-5. etrl-6,
etrl-7 Fl etr1-8 51 /& ETR1 (B LA SRAG K (Huaetal., 1998). 4 etrl-7 &4 & k3% 1 Trp™
RARARE S ETRL HIThAgskJ (Huaetal.,, 1998). WIFT &L, 52 ikd KA ETR1 KA
R A SR IR RN, IS 2R T IhRE AR A S AR R AN, Xl et T ETR1 B
A HAMEF T EE (Cancel & Larsen, 2002). It4h, Wang % (2003) @it i i ETRL B 8h 1 UK5h 5
A2 AR cDNA RIAMEAE, KILETRL A8 TREB I FITA 2RI %, X EIRE ETRL 7524k
FIEH AT REE T = S0,
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AR 0 2 TS R R AR 2 R I A1 £ 045 ) Y. (Hua et al., 1998). Jrh
ersl/etrl X 410U SRR 2 82 LM SN R I W 8, I IA 1 IRIIZO0) 52 44 P 75 R DR 51 4 24 R
FERLEAS S S 5 ] (Hall etal., 2012). 248K, XM Uil] TAEW IR 1 32448 i 1o
T, W 2 M2 RGeS 7E B4 4 i B AR AL HEAT 2R MG 5 7 T [AIFE, etr2/eindlers2 —H 5
A BE R I AL IR 05 SN, T WIHE AT W 2 2 RIS DL, WK 1 2 Rt BE EAT 0%
PEE S5 7, UEM] T AN 1) 2 A4 2 TR/ DI RETUAR  (Hall & Bleecker, 2003).

14 X THZHRRYIFE
1.41 RAN1 #948 & T 42 T 4

LR AT LEA B T (4 T A e 5 2454 (Schaller & Bleecker, 1995). N i Cys® Bk FEA
IWRE S 24, B His® ¥4 3 11045 41 4 (Rodriguez et al., 1999). 7325135 RAN1 (response
to antagonist 1) JE[N, Hgwtdrdz AL T m Rk L, HHifiz P A ATP BEAES AL, 1EFHT 40
AR B, RAWIETRE, AW BEAEREGTY). BRI, 7 5% T BRA/E L
I ATP 45448 (Hirayamaetal., 1999). 1% ETR1 7E62: Cec2 (FEERER RANL (IR 24D R
Jarh Ik, WIS R LE G LI IIRE ST, (HAn SN AN AN 251 ) 2 A X PP R 8 (Binder et al., 2010).
KT /KR B RANL Wfaf i ER _BIRSZAASRAHA0 RS 1, HATA PR, — o AT Re A e B 1
7% RS 2 (S8 %) i R 2 e N W S B 1B 811 VA =10 S N R R i i T B SR R s ey 2y
ER E/324& (Ju & Chang, 2012). 5T AL RANL AMYAT R4 2 1 ohfe, i HibfedeRrkad
PRER P, 57 IEAR A0 P DR 251 2 AR 2 P& (Hirayama & Alonso, 2000). {H & a1 B AE
SRk RANDL 52 R i 43 AR 22V 22 7 R4 AR LU SO AR KR I RUEME (Wang et al., 2006b).
1.4.2 RTE1l %} ETR1 #9f4x

RTE1 (REVERSION-TO-ETHYLENE SENSITIVITY1) J& 445 RN ok 1, BAT 5 e
5y, A7 T ETRL (B3, A SRS ETRL 324K, N3 575 H e 3244 (Zhou et al., 2007;
Rivarola et al., 2009; Kim etal., 2011), ¥ UFH RTEL 5 ETRL/EHER —#4%2, H RTEL X &
I IRV FH A 20008 ETRL, PRI ETRL 28353 1) 3 A5 I X R GAF 3ot i RTEL Ak 22(Zhou
etal., 2007), 1M RTEL IE it 5 ETRY B4 HAFERAL L0 45 -G A B i 4 L0 s, I
HIEXMHAEAFLEILENEYEN S, 8RN RTEL 5 ETRL A ) G2 S A EA0 45 31 (1)

(Resnick et al., 2008; Chenetal., 2010). ZMHARAEN 5T RTEL BRI, (H2Wf RTEL id 5%

T 23 B AR 0 P ARUEE AR EG MR SE T RTEL X1 ETRL N 3ty (45 5 A& J2 2 75 11, HANKHG CTR1
AR, XWIER TRl R RTEL XF CTRL TG (Qiu et al., 2012). AR RAN1 5 RTEL ¥JRE1EH
2 ETR1, {H;& RTEL (/EH S RANL AT, I AFEAEDIREICAR (Resnick etal., 2008). {E#
P RIS PR I RTEL A3 8¢ i [RIJETE W AN JE K (Barry & Giovannoni, 2006), 434 SIGR F1
SIGRL1, (HIXMWAIERLE LM T S EAH W& 2R (Maetal.,, 2012).

2 CTR1 & MAPK Z1¢ ) B

2.1 CTR1 R4

BT LIRmZZAR MU AE CTRY, 3 C i 5 FLaNMII% Raf Sl S5 1 4G 22 53 2435 A 2 1 0l
Pl (Mitogen-activated protein kinase kinase kinase, MAPKKK) JEHAH{L, H AT Ser/Thr ki
WPE, HAE M@Z R Mn™ (R4 R A BAT ARG R, 1 N AN 5 ETRL R ERSL 20 2 IR Ikl 4%
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RAEHAF (Kieber, 1997; Clark etal., 1998; Huangetal., 2003). CTR1 H & AH AT &k K g
BT AL RS 5 ZAR B BAETE 8 T R 1) CH5 52 A5 5 A4, ATt e 457 75 S i T (Gao et
al., 2003). [AIff, KB BAZARGANT CTRL K- 5EM RS /N, 1 0 ol e = F A2 AR 58 AR 45 5%}
CTRY MK VA BRI M, XU L0524 2 LRk 4% CTR1 [ (Novikova et al., 20000, 4n4
76 CTRL I N Zig R 55 5 41 LR AR AN SRR IR M EUAR, R EE0h ctrl-8 S8Rk, BURIIRE M % 21
oM, (HEZPHNT CTRL 5 ETRY Z AW HAE, RILH A A =5 W, X100 B P& 18] IR AR
CTR1 {7 A LR 4 75 (Huang et al., 2003; Zhong et al., 2008), Jf HAE#IF I+ f) CTRL
REMARHE CIR 2R M A TAE T, e nT DUE S S T 1 R A, DK BT 16 52 R 30E
(Mayerhofer etal., 2012). {HJj& CTR1 #HEL T Raf, i&H/EE45 45 MR 254 Ras & (0S5 K038, 1t
B CRT1 5 MAPKKK 1] GefrLhfig Fid A/ —EMATH (Kieber, 1997; Ouaked etal., 2003).
ZAWIIRIE , Raf-1 JHG 8RR (PA) nT LU S Raf-1 M4 M 5 [ 40 M s 5 7%, AT I0E MAPK
e, (Ghosh et al., 2003). Jf H PA {E N —MEERNE G 507, G5BT CTRL
(RS Rk 4 25 AR LV PR, Rt & BHWT ETR1 5 CTRL Z [al W ELAE, Kb PA 7E CTR1 3%
PR BB N R R IX — R 2] T EEEA (Testerink etal., 2007).

22 X(XF MAPK EEERNEZHESHESAEBIFEIN

Raf il n] DL i R A AR F I0E A 22 73 28055 40 B VU 3508 (Mitogen-activated protein kinase
kinase, MAPKK), Jfif— D47 224> 2454 5 I (Mitogen-activated protein kinase, MAPK),
%5 MAPK 2215 [ % (Kieber, 1997; Wurgler-Murphy & Saito, 1997). “E#iA% ¥ it MAPK 2%
B J52 I SR Y 0 LR A0 A S B2 . Kieber (1997) 15642 H 2B 45 5 AT B Sl i 4k (1 5tk
RIS N AT 36 T 10 WA R0 R AR 0 e 38 3 25 B0 MAPK SRE M RERIIRME S (MBP)
WBERAIER, 7R MAPK IRV ATRES S T LM HIME 5% % (Novikovaetal., 2000). H EI7E
EAE AR IR R ACC BEWS T MMK2. SIMK CEFE FF P> MAPKs) fil MPK6 (Mg 3+h
1) MAPK) JH B SIMKK (MAPKK), A HFUEM T MAPK k25 T 4MINE 57 %, H
XA T 2 CTRY M O 2 AR 474, AU EIN2 1 EIN3 (Ouaked et al., 2003). JETiX
— &S NTESL T 295455 M CTRL (MAPKKK) ] SIMKK % SIMK/MMK3/MPKG6 [ £k 7Y,
H CTR1 (MAPKKK) fifi#= Fiiiff) SIMKK (Kieber, 1997; Ouaked etal., 2003). KA HFTIA
h LA BRES AN CTRL I3EYE, IO MKK9-MPK3/6 2515, i 4¢id EIN2 B 448 ] EIN3, fff EIN3
1 Thrt™ £ a5 % A IR A 1 A2 15 5 R RRUE , MR HE 20 145 5 46 5 (PR L& 1. Colcombet & Hirt,
2008; Yooetal., 2008). ACC AbFEL{EiE MKKO 41 fufZ 5645, 2k 23S MPK6 fll MPK3, i
3 R IR EE SN T EINS K& ZEWER2 1k (Chaoetal., 1997; Solanoetal., 1998). ifj CTR1 /44—
1B MAPKKK, 234 F i MKK9-MPK3/MPK6 5B (135, I 8] Nl i & i) MAPK 3424
EIN3 bff The® R AR AL, Befi# EIN3 (€ 1. Yoo etal., 2008). 48K, 7T ctrl AR 24747
AefEi 3 EIN3 IR, RIILEAKH CTRL (155 10 I iE 4 44835 C(lgbal etal., 2013).

WA EAR TR A, A MKK9-MPK3/MPK6 22 /2 5 T 2 AE & B AR5 5
H 3l FE (Ecker, 2004; Guo & Ecker, 2004; Liu & Zhang, 2004; Joo etal., 2008; Xu et al., 2008;
Bethke etal., 2009). K AWFFT &I, IR MPK6 n] LU it i1k 18 FH 45 ACS2/6 ffasEtk, i
T ACS Wik, #mOmEY G, A RIL NtSIPK (AtMPKS6 1 RJEY) T
LA (Kimetal.,, 2003; Ouaked etal., 2003; Liu & Zhang, 2004). MPK3 il MPK6 4 fiEil
IR A AE FHAE ACS2/6 B C ui g | NSl B s AR e P, i AR B IR AL 1) ACS2/6 25 iRz
# - 26S E A AR (Jooetal., 2008; Hanetal., 2010), Jf H/&H MPK3 £ MKK4/MKK5
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(1)~ (Han et al., 20100, SR BIFEAE A ACS BE#S 2 2] MPK3/6 (14, 41 ACS5 A
MPK3/6 [ IR AL A HI A7 5, Efﬁu E3 iz #4EM ETOL B+, Wiy 5 - 26S & LA IR
fit (Wang etal., 2004), 52 i85 A JERZ, VFZHIFURIANE O (80 ACC) JEAREHE H MPK6
BTG PE .  HAAE S ANBUR S AR PR Bl AR A R — M (R 5848 A, MPK6 (1935 1 35 81T 1
TRk, RIAHEWT L 1A SIMKK I H (1 FR 4 1) L0 SN AT g2 L0 A i b T 45 R (Ouaked
et aI, 2003; Ecker, 2004; Guo & Ecker, 2004; Liu & Zhang, 2004). A5 iE mpké/ctrl XY
SARRLE] ctrl AR R AL, X E T MPK6 X 25 LI6E 58 SHIM S (Ecker,

2004; Menke etal., 2004). il RNAI £ AR MPK6, KIWGT Z4 & NV 3 W35 5% (Menke et
al., 2004), Xt 52 HIHI45 )G, Zhao F1 Guo (2011) 45 HiFfRFE & MAPK AR 1R 245 S ol e
AR Z TS (B fldas), 12 5 ACC X MPK6 [0 T fig & — & FE 5 b gx e
WERZITiE S, MIEA R ACC HIE/ERAEM, PRI PR b P S A A

PECOOQ0 R AR AR/ I T [

Dy Golgi/Endoplasmic reticulum

A3 1

I Endoplasmic reticulum

~ ,'f N b= -
MPKWB —‘:' = =)

MKK4/5

MAPKKK? % ) g
CTR1 455
"TR1 inactivatio

MKK9

ACS2/6 - IETR1| |

e

ol

MPKSJB

R
\m.leus //

@ EBFm mRNA

!
1 /H

ERFs

ERFs
GCC-box AR

Ethylene response genes

1 ZHESHSEEATREE (8% Zhao & Guo, 2011)
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2.3 TEmHAEY LeCTRs

AR BB SR I CTRL ML . AR, R G —4 CTR1 LA,
Mt 4 NERR R CTR1-like K% (LeCTR1 ~ LeCTR4), 4 /> LeCTRs 7& N i 445 — BL iy
SRS, SRR A AR LR (Huang et al., 2003; Adams-Phillips et al., 2004), I H.#&
HORIRIR LeCTRs £ SAHM (1) 52 (4 & AE R e AR, 11 LeCTR1 5 LeETR3. LeETR4 K AEHF Fdk
() HAF (Adams-Phillips et al., 2004), 1fj LeCTR2 f&f% 5% 7 NR LIAN e Frfs =k kA HAE, H
LeCTR2 HWj% 1 K524k LeETR1. LeETR2 W HAEMIE i T Wik 2 524k LeETR4. LeETR5 F
LeETR6, XX P — I 15t BH 2H 20 R PN 38 /0 PR 5 I ELAE 2 (R /E R (Lin et al., 2008). 7560 &I
LeCTR1. LeCTR3 fil LeCTR4 KA L2 44& NR /LM 4AF T A ReE e N M F, X & HT NR fig
i 5 A B s A E A, ks LeCTRs W5 | 22 Py it (Zhong et al., 2008) . [f] i}, LeCTR1 mRNA
b R BT, B2 RANEOE S, 2T AtCTRL MERBHASHEZH &
I, X U SRR AtCTRL 115 I8 A7 704 — & IR il (Kieber et al., 1993; Leclercq et al., 2002).

3 EIN2: M55 5 S 1 OCHAK 4l

EIN2 & — NS 1, 15 A A5 5 NPT [ 40 A A% i s A8 T I — AN OGB4, £ T CTR1
NUF, HIFEWE KN (Alonso et al., 1999). N i f 12 4N fEMZE 4L i JF 5 Nramp X5
GIEEEE AR AL, B2 R ZMm R, mem C u s e R A A A, EXhne LE
TR DT LI LY., QRIS A EIN2 1) C i st o (R AR 2 IR R HR 4 1) &0 S V. (Allonso et al., 1999
EIN2 A7 TP, g5 ETRL M4 2 RRIGEF R A4 et BAE, (HE K 2 52 Btk ¥ Ser/Thr
TEPERERT ELEE WS EIN2 [0 EAE R A IE A (Bisson & Groth, 2010)., EREA LIEHITEILT,
ZARS A BRI R I S CTRY A4 4k &, P2 485 EIN2 HAE. [FIF, CTRL HT#&
A Ser/Thr Bk, DA AEHE AT MAPK 215 B 4% EIN2 C 3 ¥ Ser® fil Ser®™ & A AL,
0 EIN2 (9352, SOl OBE 5SS (K D. HAW 52K G5, AMUBEIIHISZ K1 B )i
ftk, ff CTRL IR AR T ks, M2k BRI R, IR ZM Ml EIN2 K2R LBERAG/ER], It
52 AR 2 AR - EIN2 A0S FE(s 582 (Bisson & Groth, 2010). 5Tkl EIN2 &
Z RN R - 26S S RS R S, LR 1) F-box £ 1 ETPL/ ETP2 fgfis 4 fif EIN2, H ETPL,
ETP2 2 Al vl fefF/E A DI AE U4 (Qiaoetal., 2009; Bisson & Groth, 2011, 2012; Juetal., 2012).
ZHDNFAE I L EIN2 2 AT 05 5 A% 3 25 40 B A% P9 1) EINS/EIL I A& AR BAf, Sl 22 #0147
PEH T ASHIM A, AN EIN2 1) C S RERSAE LM 75 T N RAESTY), HBTPIINAL sS4 C il
630 ~ 645 aa < [H]; 73 ES FRM C uigfidl a9 T— Nz 1, K55 W Mz i 2140 iz i Qu
etal., 2012; Qiaoetal., 2012; Wenetal., 2012). EIN2 fFRIL B BB & — MRS R E M A5
5 (nuclear localization signal, NLS), ‘& REW B EIN2 [¥) C i 2 A7 240 fe#% - (Wen et al., 2012).
WS, A EIN2 (1 C s 7% 241 k% N 4 REde 8 EIN3 (45K, A0 th EINS {45 1) 4 5%
KW OG5S (B 1; Wenetal., 2012). WF57E & B0 % CTRL (s b % A= 54 FE B Y
R, BF R EIN2 HIREIRILAT &5 (Ser®™ Fil Ser®) /54 44 S8 EIN2 RAEFRS:4U#, C ek
SE AR, IR EGE I EINS/EILs 27N 2S5 H S, XENZENE S-S
BAT AT REIEA MO CTRL R MAPK 2215 ) % (Qiao etal., 2009; Juetal., 2012; Ji & Guo,
2013).
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4 EIN3/EILs: 40 Az N o) i 4 K+

4.1 EIN3/EILs B 51heE

MG R oy B 201 EINS JER, Zwid 0 & A4 T EIN2 (R, £46E 5 S P RIS
KEEEH (Potuschak et al., 2003). [FJIH &I T EIN3 [ [RIJ5HE A EIN3-LIKE (EIL) EIL1-5, H
U EILL. EIL2 25 20 M, H EILL 5 EIN3 AHLE A (Chao etal., 1997). EIN3/EILs fi7
TN, b e —2Eae08 5 DNA 456G i, N biE SRR, PR igiess
FF BT 5 DNA 456rs 17 C i 23 0 22 S R A Wkl 22 TR R Wiz () 42 v Bt (Chao et al.,
1997; Kosugi & Ohashi, 2000). EIN3/EILs fit 5 Fil# [ ERF F: KA )1 L1452 DNA A 454 (i
PR IR LGN % oo, PERE), Kif'S ERF [J3KIA (Solano et al., 1998). H4X EILV/EIL2 5
EIN3 ZHRETLAY, (HIERAFAEZESE, WIWAE A I IR] A7 T, EILY 32 BEAE SRR h 4
AN ZE AR, 111 EINS 32 247 5T 4)) 18 o K870 1 £ [ )b (Chao et al., 1997; An et al., 2010) .

4.2 ¥ EIN3/EILs BYiFis

TEFEPIAE N, EIN3/EILS 7252 2B AP e . i kB8 Tz =idHM (E3) 2K11) SCF
AR PR F-box 21 EBFI/EBF2 i1 EIN3/EILs i, W LAZEAN % N 45 2 R AT AR
(Potuschak et al., 2003). {fE¥#H LM%+, EBFL/EBF2 At M) EIN3/EILs, 1HiliZ % - 26S
WA MR AR 7 O ST T B A CMAEAES, AN 25 il EBFUEBF2 [ [%fi#, EIN3
AR (Guo & Ecker, 2003; Potuschak etal., 2003; Anetal., 2010). {H/ & 245153 EIN3
(IR 22 04254 EBFL/EBF2 HIAEALE, Nk EBFL/EBF2 A% I EIN3 KK %54 (Anetal., 2010),
I H EBFL £ £ s N A 916 32 208 L i EBF2 4376 [ N (1)) 3915 35 5 7. ( Binder et al., 2007).
ERUF T, ebfl/ebf2 XUSEARPAR I tH A A2 BIIHI, X ULBH EIN3 X&)y i (1) A= ke 2140 i £
(Gagne etal., 2004; Binderetal., 2007),

4.3 ¥ EBFI/EBF2 HyiFis

EBFL/EBF2 {48 I, v LAYE LM H S REYEZ 55 - 26S S A RGAREAE, (X ANk
B2 P E T4 (Anetal,, 20100, JfH EIN2 j& EBFI/EBF2 [#f# SR 2, el n fg &
T EIN2 #3248 COPO 55 &4k (CSND, #Eminth T F-box & 1 A3z #AEH, Rt ILp%
fi# (Christians etal., 2008; Anetal., 2010). {HZXFPHLHIAAAEE TR, W L7 i
H EIN3 15, EIN3 Bihe kS EBF2 N B8 1455, 5S EBF2 IR, FFiE2 R EIN3,
MM 4ERRAR P G EIN3 7K°F- (Guo & Ecker, 2003; Potuschak etal., 2003; Binder etal., 2007; An et
al., 2010). {HZWFFTRIL EIN3 [ 26 EBF2 (1) mRNA KFA 520, 1% EBFL (52 /N

(Binder et al., 2007; Konishi & Yanagisawa, 2008). [alif, 7E3lEgFTH20 2 47 T CTRL R
EINS/XRN4, 4l Ak 5 - 3RZHE RIS (Kastenmayer & Green, 2000). X FiEA 41 i
Jir, B HLAL PR 1 UiE EBFL/EBF2 1Y) mRNA, M) EIN3 ¥ 47 J 15t 3 15 ( Kastenmayer & Green,
2000; Olmedo etal., 2006; Potuschak etal., 2006).

TEF A 73 BAF 2 LeEILY 23/ AL S st BEAWTRIL, LEf il R S8 L0555 Pl K
BER, JFEMKE ein2 (I5SAZ R AL (Panetal., 2011), 7EdHPErp 43 B9 EINS (1) [RV5 5L TEIL
(Kosugi & Ohashi, 2000), 7EZk&H 4> & H EIL [ [AYEFE K pVR-EILL fil pVR-EIL2 (Lee & Kim,
2003), {EFir Bt EINS (K [RIJSHE R LeEIL1-1 (Zou et al., 2011), fE4ESFH4r Bt 3 4N EIN3
(PRI E R, 4354 PSEILL. PSEIL2 Fi PSEIL3, 7EAN R (R 2H 4L fr i AN [A], 2o PSEIL2 FiT PSEIL3



1904 P B 41 %

(1% %A RS2 2] 1-MCP 1520 (Wang et al., 2013).

5 ¥ %[K¥ ERFs

51 ERFs By%#

sk RF ERF 2 S S M TR A 1), IEAFAEIE B e 5 E 1 (Ohme-Takagi et al., 2000).
ERF K¥ 5k [F 128 T AP2 DNA 45 & A RF T I —38, XA RFKIEZE H AP2 (APETALA2),
RAV (5 ABI3/VPL #15%) M ERF 3% X ¥ 3 MR ALK (Pan et al., 2013). i AP2 Wk 4
KT S AP2 3. RAV WIS T A DNA 45418, — /N AP2 1, 7TLLE CAACA 71
gity, B NIPIB3 I, 5 CACCTG #4454 (Pirrello etal., 2012). ifij ERF WVt AT 73 P2,
—J& ERF, et SamimfEsiocE T (PR, Wi)LT JlG. B - 1,3 - AWM. BifZR5E) MR
Ja 87 EIf GCC-box (TAAGAGCCGCC) &ity, NESMAHIAEYIG; ¥ —35 /% CBF/DREB, fE
5T R NE T (DRE) 454, HARAEMWMAMIS (Pirrello et al,, 2012). #s&kHT ERF &1
DNA Z5680. iyt SERMA AL g MY (NLS) BT 4§, 2007), JLH DNA 454
AP ERF 3k, HH 58 5 59 MRS LRI, Rewss s iE S PR LR L) GCC HEL, &,
FE LA 0 N 228 THIES B AH B 14 ] (Ohme-Takagi & Shinshi, 1995). 2 | H AR5 ERF
1k 5 AP2 s AE AL, HE R B AP2 s JF A% ERF 18 n] LA #% 5 GCC-box &2 H A, iXiith] AP2
RS 25411 DNA JP41 5 ERF 4845 i ANJH]) (Buttner & Singh, 1997; Haoetal., 1998; Fujimoto
et al., 2000; Alonso et al., 2003). ERFs 3= %52l ik 55 DNA BB it 3 2% I m) P47 IR A A4 i
(1 BT B —A o BRHEM G5 M, HAH B#TE LR ZRA (AR5 S5 DNA g 8 AN
FEXPRATAE, SRR E AL S (Allenetal.,, 1998). I & BTl &k G AR 0 2 [, 2 4L

(kd {H) CEFIEEY pm, HAE GCC HEM 11 AMdExt, HAILH 6 Mgbxt (GCCGCC)
Z 5 TMEIER AR, K5 1, 4G &2 6 4> C RIMH AL & He ))& (Haoetal., 1998).
IR T A5 1852 3 GCC-box i BT Ak B A% T BRI 455 LA AE ERF 35 b — Se o SERR AR BE R S5 o 52
Wi (Pirrello etal., 2012). HEjC &5 2433 T M%) EREBPs (Ohme-Takagi & Shinshi, 1995),
ARSI ) AtEBP (Buttner & Singh, 1997), i f¥) Pti4-6 (Zhouetal., 1997). LeERF1 (KL
Ji 45, 2008) LUK AL EFTF R ) AtEBP. AtERFs Al ERF1 (Biittner & Singh, 1997; Solano et al., 1998;
Fujimoto et al., 2000), #ii/*/1ff) DKERF1. DKERF6 (Yinetal., 2012) %, ‘&1 ERF Iy fehs
5 GCC-box KL . MIRWAWIURIL, A1 Ptid BN —3K ERF Bk, H
fit 51> GCC-box [t E4 JH 8l 7454 (Chakravarthy et al., 2003).

5.2 ERFs B{ER#LHI

AN[E ERFs, X3 PR L s iR A a4 22 5% . 0 ERF T4t GCC-box Rk (15 RISk 13t
B R DU G S s IR 1, tn] U skl -F (Fujimoto et al., 2000). i1, U7+ 1) AtERF1.
AtERF2. AtERF5 5 GCC-box 44 o o iud 2L N )45, T AtERF3. AtERF4 5 GCC-box 45 & )G
W X S KL R SR IA, JF B FAN AR PR E, AFE AtERFs 234 t A [ (1) R 25
(Fujimoto et al., 2000). [ HF57 %I AtERF1. AtERF2. AtERF5 X} GCC HE [ 541 & A28 4k,
B ONRUK, T AtERF3. AtERF4 X T-HE 7 41 ()R 5 WA X R 3% — &1 (Fujimoto et al., 2000).

FERE 2 A PR R IR 1 BAE IR — i R b e ) T R S VR A S 1K) AtEBPS
Ret 5 R il & o R ES A T (OBF4) KAEHAE, W ERF Sttt R E A (bZIP)
(KA H A& BERS I 42 Bl L R i 63 (Biittner & Singh, 1997). {1 70 B H S5 HH L ERF2 [H] Y5
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(1) Pti4. Pti5, ‘EAIIAMYAER SHURIER Pto L) GCC HEL A i4afts%, 1 H AT DL H:S Pto il
HAESEM R BERRAY, X PP BERR AL A FH R AT = By e IR e e — 2P 190 Pti4 5 GCC-box (M4 &
(Zhou et al., 1997; Gu et al., 2000). [FIif, BERRALAEFHLEEE X ERF AHSCIhRE ™ A5, {1

WiElrE I+ ) AtERFS 4252 31 MAPK & 42145 (Fujimoto et al., 2000). Cheng %5 (2012) I F
FHRERE XU ZRAT B, AEL RS20 B T — > RING E3 12 £IE#:H——RGLG2, ‘&Rl 5 AtERF35
EABZ N R A TAE, iz #10i815K AtERF35 B .

LIHTE ERFL AE 0 A FH R il da i R Rk i R rh R A L 1, RN TE SR A RUR R AL
& ein2 1, AtERF1. AtERF2. AtERF5 154X n] LLEGE % GCC-box JE A 4% 5% (Fujimoto et al.,
2000). 2 BUHARIE T ZTHR 5 5 A SROBH I B8 06 S0 A 2 i i 1) GCC-box JE BRI 5%, I X
ANBICEAE FH AN 5, 1 e 380 e 8 15 R B 1R A A FH 5 A0 2l Jf v+ ERF2 JiE [ /) %1 ( Yamamoto
etal., 1999),

ERREBUR ARG PR 2K F (1) GCC HE N J& 400 N2 Joft (Ethylene response element, ERE)
(R —, 5 BCRAE R R E A DG B R T B AN AE GCC-box, Ut IR A FLAhAS [F] A H oo 2
By st b g8 R R R G5 (Ohme-Takagi et al., 2000).

6 HriffEET EER

6.1 EER1

TERIR ST 193] T 8B 5842 4K eerl (enhanced ethylene responsiveness 1), ‘&7 i1 8
% 1F 2A (protein phosphatase 2A, PP2A) LAY A {75 W5 RCNL KA Bk R 5848 S Ey, REfg (e
LT FIAR B 2 B H N 2R ISR R, X 0] EERL 7E A RCNL SN JER, & LM fs S5 S
WERT (Larsen & Chang, 2001). WA HTRIL PP2A 5 CTR1 e S A7/ HAE, 13 PP2A
G PE R AR B S, BB A CTRY MI3EE, A4 m TR S0 UK PE (Larsen &
Cancel, 2003). /& RCN1 [ g K- R 5% Ja /K P35 AN 52 21 L0 4% (Larsen & Cancel, 2003) .

6.2 EER2

T KPR eer2, 5 eerl AR, eer2 T EALGRAA T A et LIf e NVigaR, Jf H eerl

W WG RS A T ETE, i eer2 FERAT I WA, [, eer2 FEAMNJE ACC I~ R BLIHE

IR B AUAALL (De Paepe et al., 2005). T EER2 LR 5 ¥ R i — /NI 7, W EER2

BRGEAR, et R RAR OGN R 3R IE, IR S A A OGBS Rk, AT AEZ8 T ) 3 2
(De Paepe etal., 2005).

6.3 EER3

eerd iR AR PR AR I H T 205 (P RBURR R 1 i . IX PSR A T AE MU B B 1 AtPHB3
FRAET AR K EERS I RETE A, RIS 446 N, IF BRI AtPHB3
F A M AL A . AL HT R IL EER3 JEAEJIAE EIN2 [ R, J& L0015 55 30
KR PE 7 (Christians & Larsen, 2007). eer3 SRR RIS 20 THUK, 1 H L%
(4 B i - TF (Christians & Larsen, 2007). 244k AtPHB3 X T-HE 28 20715 G Rk HL i i
FNEREEIER, Bl ACO2. EBP 5 ZifF EER3 fAfEMI & 1F N A4 fEWKIA (Christians & Larsen,
2007).
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s
HE

6.4 EER4

T AR AR SR AL A eerd, JEAEMADIX AL AL IR R ALIE LA, PRI A — ANl L
ZLE S, EERA JERIGRASIE—F0 C itk 5 TFIID HAEME 1, R84 IE s ERFL (&L,
JF HZ B EER4 WS 55 EIN3 Rl ERFL R AR S E 445 EERA 1E P A1, AMUBERE 15 g
et L0 S MR RS (i ERFL), MR S0 065 5 3 S AL KR IL (flin EBFL
A EBF2), (HE MK, EERA i fih (045 A1 L LR LM A5 5 He T, DI 5 A2 e 1 o
Xt LI g R (Robles etal., 2007).

6.5 EER5

FUFGTT eerd SEARPRRIN H X A5 1 R DA S Z05 S N 3 i, AR SR e AN S 3 . %58
NI AT PAM I [ I EE A COP9 JEZNIE 1= (PCIPINT) AHICH A4 ] () 1 5 A A= A2
FEREUC (Gly™*—GIu™) My, I HIXFEE 15 CSN (L ARH AL, 156 % W] EERS 1 78
CTR1 B i, fety H%S EIN2 ¥ C i Al CSN A HAE, [FI EIN2 fgte H#:8 id EERS 4% CSN
(Wi tE, JF H EERS W LAYEAMHS EIN3 4 Nl LM I1E S5 S, 0 S A i R i
F—E/EH (Christians et al., 2008).

7 ¥

USRS LI 5l i h AN AR DI RE AT T MR TR, (H2 V847 —
Se AT AR R, BIUNAERZA——CTRL AR T, CTRL (3l i 4l B 53 L 5
MAPK Ik [ NEAE LA 5 5 T P BRI BB FEII M ;. EIN2 1) C i dE LRI R AT VI
PN R AR E EINS [, 10 EIN2 fIERF N i A ERER DI RE. 45 T LA 2 F 5
WA ZEWIUTTE, AERIE RV BT S5 5 5 T b IR PO O 2 v i e L 1 % A
To [N, ZHAE S F@RARIEARMALAF AR, HIVEMDBRENAERKR., FER. RERSER
AAZHAER, BIansh AR K R b A% N EINS (AR (Heetal., 2011). [RItk, 383 4k 242 4
FEAME T A DRSS A RINUE, I 756 3% (1) L6455 W 4 m] LA 4 e M s R 45 A A B B
(R38R TLAR P 7R B i o
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