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AR, RER, T, B, Kk, RREA

iy BT K A A o S e, i 2273165

WE: RZENEAE Y2 RAAT —REZNR QKRB LA S ZEM0ER. B ATAIR AN L L Em g 5%
w A F R, AT @A RS R G RMORT R, 55T AWK A @i B RE. @ies 5 a1, DNA

B A

AREF AL MEraEF S ROERES). AXEZREAT X2 X MBEMY T REER, @45

AR LT . ARSI RSB Ao A~§ S A 54 S F AT @,

REEIA): 2 A AEE A RAH; RBERRL; 155465

2 E AR 76 T IR A R =
TRAFIIZ K. iz =4 3 00 8 A ol S 12 1 a2
R HE R RN TR, ZRUERE £
2 R AR R 3h 25 VA5 A5 R E FUK-F R 240
H HAA R o 12 3 DA S AR R A
HIEME AL, X — B2 Az F Ak (ubiquiti-
nation), /M FIX—IIFEM FEEH = FEES: 2R
7% B (ubiquitin-activating enzyme, E1). 2 R4 &
lif(ubiquitin-conjugating enzyme, E2)F17Z 25 1% 451
(ubiquitin-ligase, E3) (Kerscher%:2006; Pickart
2001). El. E2FNE3 K A AL 76 B & H 2
FACE R, B ZOK2 A B IR & A I R
BRAE B, Bz RARC IR B RN R AR AN
1M 5¢ % B4 fi# (Neutzner fINeutzner 2012; YeFlIRape
2009).

Kz BN R IZ R NZ R R & A
FRR R, X — R R 2 22 Z AL B (deubiquitylat-
ing enzymes, DUB)/* 5. 2372 LB RE R 77
2 R R B A BT A R R R BE, AT FE TR A
ity A0k 2 IR K A, CRAP R R B, R
2R BE R, B Nz A (Koman-
derd$2009). [HIt 257z AL XTHZ = AL FEAMY
ARIER, T H AT PSS G PNZ R AT A
gz A B 755 07 AR 1z R AL FE (Sowa
££2009). KZRUMEMREZ, TIRELHE, ¥ K
JHO ) B8 Ao A A Bl o AR S AR BN 2202 RAGBEAE A
WHERKKEE . Ff DU BN 5 4% 3842 1
TER AT KRG A .

1 EMEZ R NEFHE

5 AR AR YDA, M) 2502 AL AR 4 fh
EEHIBIIANE] 3 954 T2 (K omander“$2009) .
Horb A WKk e T I R B B i, e A5

UBP/USPZ J%(the ubiquitin-specific proteases). UCH
Z J%(the ubiquitin C-terminal hydrolases). OTUZ &
(the ovarian tumor proteases)FIMIDZX J%(the Machado-
Joseph domain). 534h—MIEZERIAMM (the JAB1/
MPN/MOV34 proteases))& T4 J& &5 H I, 128752
FACRE I A T S R B T
YR R LR S, EEHED T
(K 2502 3R A Mg B AR B2 /b (Nishis52014) . BFFT
N ARG —brdEE N T KAE. /DAL
Tyt 2 R A 38 5 2 L ) ik TR 20 B0l R R AT R,
A PIHAE 7392, 53, 95, 65F1444 %72 ZAk G
(Sharma 2015). IX487:77 A0 73 50l & T AN [ (1)
WAk, HrUBP/USP S5 2 H Al A1 A A B
ZHRIZRZ UK. (EKFEIS 22 RAHE
i, KL 464USP/UBPHE. S/TUCHRE. 234
OTUME. 2ANMIDEEAT IO MNAMMIEE . /N7 i 6 Al
K ¥ FFJUSP/UBP, UCH. OTU. MIDAIJAMM
filg 3 927018 2H012, 16A112, 2H120L JZ 18F
10/~(Sharma 2015). fEfLREFF53/N 292 AL,
15274 UBP#§UBP1~UBP27 (Liu“2008); 3/*UCH
fFUCH1~UCH3 (YangZ$2007), 12/1NOTURFOTU1~
OTUS. OTLDI1 (otubain-like deubiquitinase 1),
OTU7~0TU12 (RadjacommareZ5$2014), 8NJAMM
fiFAMSH1 (associated molecule with the SH3 domain
of STAM 1), AMSH2. AMSH3. RPNI11 (regulatory
particle non-ATPase 11). CSN5A (COP9 signalosome
5A). CSN5B. BRCC36A (BRCA1/BRCA2-con-
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taining complex 36 homolog A)fIBRCC36B (Isono
MINagel 2014), 3 MMIDEFIOSL (JOSEPHIN-like
protein). Atlg07300F1At3g54130 (IsonoflINagel
2014).
2 RZREUEEEEIHIMER

TERERF RSP, 207 22 A0 78 1 42 200 o
WL AR S NG A E TR DNASMEE
IR A 5 22 A U7 T EA B AR H(Citterio 2015,
Clague®$2013). {EREY)H, 5z FAGEg [FAE 33
HEREMMAG, FERNEPEHEYELNKE .
TR T 558 0 S 2 LR AN F 2 TG 5 1 &
#1455 (Dielen$2010; Isonof1Nagel 2014; Vierstra
2009).
2.1 RZRUEBEEMERKEERIER

ERFNESE THEMEKEENZ N ERE,
ERYAEK K B WVF 2 J7 T # 3 JE EEEA
TVER . %, UBP3 5 UBP4/E 1B X UBPIE 5
B, PR S5 AL T Al A% b O B 51 v FE R,
BIEMRIT A — L $]93% (Chandler%1997).
UBP3E{UBP4 A FE R RAG Ji5, RAG AR 5 B A= RUAH
LE I R 2 5 . (SR ubp3/ubp4 W G754 H B
LR, HERCFAFIIER K B IR, REHUBP3
FIUBPAThRE TR, TEM DI T FAER: B & h
i HE 4 B (Doelling252007) . 7£7KF& 1, OsUBP6
DhREsR R G, S KFEMAEKKE . SEAERK
FEAH L, OsUBP6I T-DNA T N 845 44 4 ke Ak A=
KB 2%, AT G A KK E W E IEH (Moonss
2009). UBP12 5UBPI3HIR IR 75— F itk ik 5|
91%, 3F HUBPI125UBPI3H: R 4H 23 e vk 6 ik i
AFAE B2 35 (Cuif§2013), Fos A P& (R 4%
EYEKEE L RAEEDIRIUR . SE AR
EE, ubp 1 25 FEAFARZIN Jy 2 b S i Y, TR ik
NG W RARE AR LA 23 B 2 S5 (Cuifi2013).,
ubp12/ubp 133 RALNK S ubp 1 2 5. AR LRI IAL,
HRA ST EI R, FEL T HA(CuigE2013).
SR AR L, ubpl2/ubpl 3 ERAFAHI TOC] (timing
of Cab expression 1)ERIiE/KFF &, TOCIFLHY
(late elongated hypocotyl) % ¢ [ 4R v% 15t 4 4, &R
AR I FAEAVE TR A A e R A, R
HHUBP12FNUBP13FE [R5 A= Wb A J& 11 4%
FFAE 1% % AR FH (Cui%2013). UBP14F1UBP19

WG K G, ubp 145 ARAEBRIE ML I 9 ik
AR B 55 (DoellingZ52001; Liu%%2008). 7F1F
WALERE IR b, ubp 47 AR B IEH A K (HA2
s = i, AR BAGE IR K, K UBP14
TEAEYIAR B I s 7 vp th R 15 96 B 20 F (Li%%:
2010). UBPISsZmataYy & 1. A 7 AL A FFFEIS
[d](DoellingZ52001). UBP15:EAEM- i &k, 58
AR L, ubpl STAZ PRI Fr . AEFNFR 73 EL R
/Ny SEREE LU AR, SR ARIR, RAMERIL AN
FACH B M T SR A (Dud2014; Liug2008).,
UBP152&DA1 (#0157, DA1SZNH K UBP15 %
AR S M, e s AN 2 AR
[k /N(Du%%2014), UBP165UBPISTE/ELNREIU &%
% (LiuZ2008). UBP26%E [ A 1014| PHERES]
FER 5%, fEUBP26 T Re ik ALk v PHERES 1
FEK BRI, UBP26i# i 2 1HPHERES1 4 7
Tk B R AR (Luo%52008). 74, UBP26
AT DL SR R # 5% . UBP263E R 5877 5 i
2Kz ZALH2BFR &, FLC (flowering locus C)fi7 /4
(TH3K27 = H B A 7K1 T i, TITH3K36 = F AR 4K K
S FEAR, AT 4] FLC#E 5% (SchmitzZ52009) . A1
UBP2618 1 H2B %72 3 A0 I0E FL CHe 5% 3F 1y #1 1
W T ENERN R ML . Eubp26 T4
fivh, B T FLCHh, MAF2 (MADS affecting flowering
2)FIMAF 355 FLC R 45 IR () 3 sk -F1 T B, T
MAF5HJmRNA K- 2014 T2 5 (SchmitzZ£2009),
L IHUBP26 145 MAF 5% 56 /K1 1) 77 X AT GE A [F]
FFLCRILABFRIIRFZ R . &2, UBP26fENS RS
FANFFE R R IE K, INZAT7TH A Y 1A
KRB ubp26 RALARER T RN FAEHE, iEA HA
SR, W EA AR N T A B8 55 (Schmitz
£62009). UBP275E A T2 Rk, ESRubp27 ke
IR FEARAAR 1) Az K TN B RLAR T 25 WA A B 5 1 e
A%, AHZUBP2 T3 ok A4 (1) 2 R4 T 25 MR ARAE A%,
T BRI (PanZ52014).

BRUBP#L, 2:iz R AGHE H A 7 K % il 3 5
HIREEMER AT . WY e T R R
DL R 7 UCHE 2K % 1% 7 UCH 1 ATUCH2 25 [ 7 7
15 2 i AZ R0 5 (Yang252007) . 5 5 4 AR
b, uchl Mluch2 B 588 R A B B AR A 22 57, (H2
uchl/uch2 XRAK BA BEZEMHR, o, nf
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Frohy JHEMANTERS B A & 5 55 (Yang552007) .
JAMMF#FCSNSAFICSNSBZH il COP9 (constitutive
photomorphogenic 9){5 5 & A AR I fL W £ CSNS,
1MICOPIE #5145 45 1 A 46 % D) ¥ 9% & (Cope
£2002), SEFAERHLL, HIHREKIH esnSami R
AR A JE I /NTIT G L AR AR R, AR A AR Y
csnda i RASVKRE R ™ BIEAL, IRBAE P 3 H 1 2
(GusmaroliZ2004; Jia%:2015). csn5a T-DNAFEH A
RAFARAE Iy i A0 s 7 AR A S R 3 B 2 sl 55, AR
FAR B D, 16148 /N (DohmannZ£2005), CSNSB
TR JG RV H KA B2, {H R esnSa/csn5bFN
RARRIN I [ cop/det/fus TAZ AR HL A1
F A (DohmannZ$2005) . #H— KN, csnIZR
AR AR 5 A P S CSNEZ A AR (1 At C SNIE 2 5 A%
AN —HE, FEcsnS KA TR EERE TE L CSNE &
1, RAEZE A AAE CSNS T3 (Dohmann®52005) .
AT B CL_EAITSE, AR YA N AT ZEECSN
AR e A il 5 R B4 [ CSNS Ty R St 2 LA
2% W cop/det/fus RANEFTI . AMSH3IRAZ 33 %))
HEUE, T2 B M N B f Bk (Isono52010) .
AMSHI1 773 BAREA 7 A R A KR § kR
B, (R 2 3 BRI A BT SR AR A 7 A2 B AL I
%, B E R AR R A (KatsiarimpaZ5:2013) . {E
B RKAR Y, LIAMSH3FE R RS 5, 26 RALAALIN
NEFAE, RERBRHER K GBS, 4R
5% (Malolepszy%5:2015). 8L FFOTUE 5% J B 7
OTLD 1 & i T4l ML A% R4t i 3, 5 4 28 (1 3 2 IR
£ HEALEESWP1/KDMI1C (SWIRM domain PAO
protein DJERE A A/EH] T2 AL HIH2B, M52
F AT F AL H3K A M #1001 225 [R 2 JA (Krichevsky
52011).
2.2 EZRUEBEEDERE MR FEER

CA BT TR W, R R R J BT /5 Mg T SA
(SRR S BB . W R BE i SRS R
R, AR B KR, SAME Sl FPRI (patho-
genesis-related gene 1). PR5. SAGI2 (senescence-
associated gene 12)f1SAG 3% K8 Marker3& [A] I
WL, MHEYIERG R GV HTIE(GrantHILamb 2006;
Morris%5:2000; Ward%$1991; Wiermer2$2005), #ff
7 K IAEUBP12/UBP 1340 B I 40 R A A v,
SAfE 5 il f Marker3& [K PRIE K R 18 /K ~F 1 f,

UBPI2RIUBPI3HRAFAEDIRE TUR IR, UBP12/
UBP 1340 g J - FE AR 4505 T 7 B B o 1 AR 41K bt
B A fE e 5R(Ewans52011). {EMHE Hr, UBPI12/1)
[l I 5 FAINtUBP 12 A U ER RE W% 1Y 9 CF-991 T 1
ABEBUR N, T it 2 5 UBP 12 BENtUBP 1 24 #1112
B B (EwanZ2011). LA F45 L HIUBP12 I
UBP 1385 [ ZE A 1) Fo 952 B77 480 S5 I Hh 1 0 5 (1),
A EE .

W AR L, amsh] F3728 7k BAR A B 1
KR E TR, HE X 899 R 1 Erysiphe
cruciferarumFIHLAE FE 771G 55, X 22 BE 55 95 Jir 1R AL-
ternaria brassicicolal? 4 HIHEUZ M1 78 (K atsiarimpa
&52013). Erysiphe cruciferarumiy J5 #H B Gtamsh 1
RAEFNE LTI I )5, PRI PRSHISAGI 3%k
Rl ¥4k 55 T Rk, HEERBE P H)FFRRIERE
kv T AR, R 2 RAUEFAMSHI L 7ESA
5 58T IR A 9% o AF FH (Katsiarimpa 55
2013).

SchwechheimerZs(2002) & IIA L ji5, CSNS
JSCREARAR [ A KA B2 A% 55 3 2L R VSP (vegeta-
tive storage protein)[f]i75 ‘T Fk # B W 55, KA
CSN5Z 5JA(5 5842 . Lozano-DuranZ:(2011)#f
FLFWICSNSA . CSNSB & H 7 i [7] Y5 4 (4 CSNS
wEBR ST BEAMEAA MR ETYLCSV C2
EEMBEAEA, 3B R X =FECSN5HE H
R85 7 i 2 A P 2R TY LCV ARSI Hh T 25
BCTV R L2 H(C2M [ 2 FDAH AR, &
HIC2/L.2-CSNS 2 [A] (i AH HAF FIAE H AR b 2
PREFIF) . XA R IT C2 8 [ 5 CSNSH EAEH,
JERICSNS 2 SCF (Skp1-Cull-F-box) % [ 5
HE3VZ FRIERBE S &R0 Re /), #EmpHITAN 3
) 0 9% 15 48 )2 v (Lozano-Duran fll Bejarano 2011;
Lozano- Duran%$2011; Rosas-DiazZ£2016). XA
SCEE A [ HA4H 73 /2 40 i 9 vV 22 A8 Bt R 1) o
BERE R P 0ESE2015), WARFEEC2ERS
CSNSAH ELAE FH T HSCF & A4 (175 M 1T e /2 0 7
TSGR = 24 P Py R H P B S o
2.3 KZRUEBEEYMESESEEPHER

WEFR R, fUm Frubpl upb2 G RAN
ubp1/ubp 2 W IRAGARAE T R R AR P A K TG 5
WL AR R I IE SRS R BRI ] S R 1) 1 7 A
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AR, ubp IFuph2 B9 AFAR B A4 ™ 5
BAR, MRARK, ke, 4 b H U A 1Y
FERRII20% A 45 . LA b gs SR Ui BHUBP1FTUBP27E
P HCAH T &2 SR o Hp R 4% E L Y (Yan%s
2000). UBP62 51 1456 8 202 2 Lll, Refe
PAMCHS T Ca® [ )5 3045 445 1 28 11 (Moon%52005),
HEMUBP6Z: 15 Ca® (5 5 W # . ubpl 6RAF AN Fr
AR BNa & = LB AR A i, FE G AR
T £ 2 HE U (ZhouZ%2012) . UBP164E H
ZAESRIE, H HE IE R Na/H 3% A
Hia it S 51 T Shna (S 5 % S8 12 (Zhou s
2012). F34b, ubpl 65 AZ AN R A B AR T UK
TERRATAERT, ubp 1 67 1) A K 52 31 7™ B 4], 3%
BUBP16%E 12 590 B 7 4 J 55 W AE 1 3. (Zhao 55
2013). L6 FR B UBP24%: H A T ABI2 (ABA-in-
sensitive 2)FE[H [1iEt4% 47, ATRES 5 ABI2H)
IR M 1 (Zhao552016) 0 ubp 24 RAZIRAE RN
R Ja AR K W BERI ) T AR K B BT ABAH 5 i e
FBRIURK, R W UBP245E F1E /)0 B ABAFH £5 by
i A HEIREER, 3E— P R BUBP24
VA AR AT H 2502 A 1 (Zhao%52016) .
SRR FL R e B, 5 87 2R RUAH bL, ubp24 584K 1)
15 41 B L 5% AL 6T AB A R SR B AR, 2R /K ek
AR, R 5 U HE BN(Zhao%52016).
PR IR UCHI R R i RIA e Ik 2 A K R A
ORI RA K axr1-3Faxr2-111 8, F B UCH1%:
HZ5 7 AEKZRE 5 EE(Yangs52007). WK
BHCSNSTE 2 /M5 54 Sl fE it EE MR .

B, TEAFDEIR S AF R esnSa/csnSbRUIR AR 35 3%
B KN cop/det/fus TSR RV B R A,
LB A RIS R T LA, A RDGRR A T P esnSash
esnShETAGARI LA S U L 38, R BHCSNSA
HICSNSBAE H il ' T2 25 g2 1 S )82 J7 11 #41k  H
) HE L Ax(Dohmann®52005) . 4 i i 45 A K3
#2,4-DJi, csnSaiicsnSbH.5EAF R FIHR A KA
I PR R 5 B A B 55 o B B esn S FRLTEAR AR A
esn SRR A KB B R AL, DL S5 R R
CSNSTEAE K5 5 10 i i /F F (Dohmann %%
2005), CSNSB5 ik ML & Ml VTCI (vitamin
C-defective 1)#H HAEF IR E HAERE B iz &
b, DA T i 7 O B R & i, I H
esnSbRAZAARXT #h 38 A 8 E 1 52 PR (Wang 55
2013). AR AR AL 3 S, CSNS & SUAE PR
A RGeS £ R COR  (cold-regulated gene) ]
V5 RIS [A] 5 B AR RUAH LG B S4B 3R, R B CSNS
Z: 5 i ¥ COR KL R AE (K IR W) 38 F 1Y 18 I 3R 3k
(Schwechheimer&:2002).

g B RIR, k0 £z R AR EE D 1) Dy e
VE NI4T RO IE, RIN 22 ARG 2 3%
HME N EKKE, SE DR b
TEARER. FHERTE ., 22, MRESEE. 4
955 SIS AR A AR ) filp 2 e . 5 LA E LA A 45
YER (B fEAFERZ, BT 7ok e 2
2B FEA R — A R iRAEH, el
ATAEA R W e aris s p R R EEAE R, il
UBPI12. UBPI6FIAMSHIZE(J& 1),

(UBP3, UBP4, OsUBP6, UBP12~16, UBP19, UBP26, UBP27, UCH1,
UCH2, CSN5A, CSN5B, AMSHI1, AMSH3, LjAMSH3, OTLDI)

L B RE

R ——

(UBPI, UBP2, UBP6, UBP16,
UBP24, CSN5A, CSN5B)

(UBP24, UCHI, UCH2,
CSN5A, CSN5B)

(UBP12, UBP13, NtUBP12, CSN5A,
CSNS5B, NtCSN5, AMSHI1)

K1 rEY) 2z BB A BE T RE
Fig.1 Physiological function of plant deubiquitylating enzymes
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3 A5 RE

VENZ 23 R Girh— K E S R UK RREE,
B FMIREZ W 2 REEARAH . A
TR 2 E R R M5 5 TR A AR
o B2 H RTINS 8 1) 292 A0 1 H R i
T8/ T2 FOEEREE(Vierstra 2012), ¥ £Z ik
B AR T2 E . B 7 RHADE RS T BN,
I e B R () S 58 7 v AN AR AE L DR 2H B
HKF Bt — B0 2502 AU EAT S F GO
K. A, Bz FE NN AERKME L, A X
BRARIE T 30232 A HE A B4R F X 2% ] 3
(Sowa%$2009), {H/2& H Fi &I 5 Lz R ALl fE
WM EAF I EAREIRRD, SEMEEZ
AL AR DG 1 AH ELAE X 5 E A3 1 — D IR AR R
ST IT. BEE £ AR R BRI 78 ) gk —
AR, K22 ARG A2 R B A BT
P, HE S Ma kAR Kz mUAZ R
SN 5 80 M A% (Huang Al Cochran 2013).  Hiltt
A, R0z RACEEEA B AR A Tiee, B
AR HME A FEAS 02 ZA I 5% (1 FH PR e T3
AR, ES RIS T %
FEHTI 2 RS, X T O % 1) 252 R AR
LRGSR HAT IR I, 290 AL AR
Yz R AE B A T RE . ARG B G AR AL A A
AE BT SR B A e, AT 53z
FABER) 2 2 AR Th RE AT IR ZI AR

LB
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Research progress of plant deubiquitylating enzyme

LIU Shi-Juan"", QIN Zong-Yan', WANG Xue, YAN Mei, ZHANG Jing, LIANG Chao-Chao
College of Life Sciences, Qufu Normal University, Qufu, Shandong 273165, China

Abstract: Deubiquitinating enzymes (DUBs) are the class of proteases that serve to reverse the modification of
proteins by ubiquitin. By modulating the stabilities and activities of cellular proteins, DUBs play multiple key
roles in the regulation of various cellular processes, including cell cycle control, cell mitosis, cell differentia-
tion, DNA damage repair, growth and development and stress response. In this review, we summarized the roles
that plant DUBs play in three fields: plant growth and development, immune response and signal transduction.
This will provide some reference for further study of plant DUBs.
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