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Research Progress on Deubiquitinases in Bacteria and Their Biological Functions
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Abstract In the process of bacterial infection, the host cells can make use of their own ubiquitin system
for immune responses. In the co-evolution of host and bacteria, bacteria can encode deubiquitinases to target the
host ubiquitin system and reduce the host inflammatory signal response, which is conducive to the survival and
reproduction of bacteria. This article comprehensively introduced the bacterial deubiquitinases that had been dis-
covered so far and summarized the bacterial deubiquitinases according to the classification. The cleavage specifici-
ties and biological function of OTU family deubiquitinases and CE family deubiquitinases were described in detail.
In addition, deubiquitinases with special catalytic activity were also introduced. In-depth study of the molecular
mechanism of deubiquitinases will help to understand their biological functions, which can provide information for
the development of new therapeutic drugs and anti-infection vaccines.
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MEVZ FZ WG E22 RS A IGAE3Z 2110 .
R Pz mAE R, 2 1 e HELZ = BUE
Wi, BRI FHATP/Kf# 7= A= I RE R AEZ R IR IR
Uiy H 2 B AE TR E 2 e 22 B8 Wk 2% 8] T2 Gt B
Pico VEALIZ 2R BE S B A B B2 v 1) 2 it 2 IR T
b, BEEE3N 32 R E2FEFL 2 & A 1 R
BRAE b, I 207 3R IR I R v H R e B 8 T
J IR R IR B IR B 3 B IR Tk B

JE A BE AT AR ANz B, tnT DLt
A THIM RN 2 Rz 258 B2 R
TR BANZ Foar Tl g H CoR i H &R (G76) 5 KA
EABAIRERIEERES, ZRZEUEZNZES
TAER— Hbr i A R IR & S B LUz REERE
X&E . BRIz 2 0] Lo i 4 N 36 1) 74 8
ARG (K6 K11, K27. K29, K33, K48F1K63)
AN o B 2R (Met)JE AN [ R 2 B2 3%
. ZREZFMNERLBEREH T RZ REEN
R R E U, AR R ) s 2 Rz
REEH A S T AHB MR B DR 2 AR E . K48
UK EREN 2 Bz 20l 5 5 8UE B B AN TR
Befg 1, KO3 2 iz mAE 2 M it 72 (B 4E
DNATRGIEE . E5HT. BiLiskhs)h BEAH
IIREY. K33 2 Rz 22 5N 8 E i
iz, 5 KeERENZ Rz &% LS 5 DNATG1EE
AU, —HeRR SR B, KoM Z RIZ RS H
MRt A 22 5 R g il oy A G U, K293
M2 Rz w B EA AR AEERD, 251
fih FE WAL 42 10, Met1 32 0 28 172 R Ak A& NF-
kB(nuclear factor-kappaB )i 17— Ff 8 Z A& 1 1),
BAROAKERTZRRAGMWUR, HEZRZEL
A SCHH FLIRANE 42T, 7T e i DR 2 AN A 42 B
R4 T REERINRIZ 1S5

5RZHMBEFBM—F, ZRMAE AT
R, V2 R 0L BR & £z R L E§(deubiquitinase,
DUB)id it 37 F Ak i F2 SR B, BF 70 % B2 4 0
JiF A 1T DA g 55 B AT DUBYE P4 19 AH O 2% 52 2 (1719,
TEAM B RGO R R, 1 R 4ifn R B 52 % &
G otot FLHEAT G e LB, [ AR ST R 304 TR 7 A G
fi5h (1) 2 A DUBE 1 1 2508 8 1 30 0 88 m) 1 E 172 3R
1 R G0 AR 15 ENF-kBAE 5 20, i A B T
Y1 AETE AN A . DR, IR JEAA g
DUBELVF AT DAME N 2580 . A SR OB

KN - DUBSS A 5 1 ML OB T, 45 14
SR fHT 4 E A h B K2 R TR O R
LM REY 2 INRE, PG SEARRIRIRIR T 4
PIT R S

1 RZEUBRHESA

Rz RN Z R B EY & B
DUBHJ & H/KMAE T LRz R bnic il g, —1k
DUBH NE 4 & R EA L, B PIkz R C
K it 55 R H EBURURR < A) F) e IR B, MR R
LBz R, BiEEEFEM . DUBIE R LLAGZ
R VIRNZ R TZIHMER, Bz R0 7 AHC
A3 LA (P HT AR OB R . DUB S E3Z RIEH:
WIFE FAR B, EATTHE 40 N B Bhas-F i xs T 2 3 o
FaAS MG AR IE IER DR £ R E 2. L3RR
Y KLY 100F0 AN [F] 1IDUB, B W)+ I DUBAR
WHFHN KRR AR LB R], 385 b
DFNINAFRZ TR e 6 M F R T E R &
HEFE, 79528 UCHs(ubiquitin-C-terminal hydrolas-
es)~ USPs(ubiquitin-specific proteases). OTUs(ovarian
tumor proteases). MJDs(machado-Joseph domain
papain-like cysteine proteases). MINDY (motif inter-
acting with ubiquitin-containing novel DUB family)
1 ZUFSP/ZUP1(Zinc finger-containing ubiquitin pep-
tidase 1), i JAMM(Jad1/Mov34/Mprl Padl N-
terminal domain proteases) X % J& T4 & 55 F B 2,
A ZK R DUBEAT AN A (7 5 - OTU S R B AT
JEVRE A, DI A e DU LR R E 2 R
PSR P2, JAMMS/E A B &A1
AN JE T B2 UCHS Y IR A8 5 2 R 22 IR B/ 2R
5T 45 R 35271,

LT RmWAEZEY PR REEAEM, W
EVE S TR A R A R b, wT ROM A TE
T BB R S IR G, LRIV 2 3L
993 1 T LAARAS DUB(# 1), 207 B 4r W DUB I 15 =41
fde, LF1E Bz 1 RS . RGN P T i
% [¥] DUBs& CEZ % 2572 2 {01 (CE clan deubiquiti-
nase, CE DUB), X4 MEROPS{(## J# iz XA CE
KR 5z Z Al 2 B A His-Asp/Asn-CysfiEfb =
B AR F Bl 5k 2%, RIK AR IR EE B P 2 R EIZ R
FE& i [ubiquitin-like (Ubl) modification, ZISUMOI .
NEDDS. ISG15]. F&CE DUB/4t, it 5t & FAE
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Table 1 The protein with the deubiquitination activity in bacteria
K SHTE 2 AR Thig EARHRS  ZHEL
Name Bacteria UDb chain specificity Function PDB entry References
SedA L. pneumophila K63>K11, K48 Regulation of ubiquitin associated with LCVs SCRB [30]
LotA L. pneumophila K6 Suppression of phagosome maturation TFOX [31]
LotB L. pneumophila K63 Suppression of NF-kB pathway 6KS5 [20]
LotC L. pneumophila K48, K6, K11>K33, K63 Deubiquitination of Rab10 in LCV 6YKS [32]
RavD L. pneumophila Metl Suppression of NF-kB pathway 6NJID [33-34]
RavZ L. pneumophila - Inhibition of autophagy 5CQC [35]
LupA L. pneumophila - Inactivation of its cognate effector LegC3 5DGG [36]
DupA L. pneumophila PR-ubiquitin Regulation of phosphoribosyl ubiquitination 6RYA [37]
DupB L. pneumophila PR-ubiquitin Regulation of phosphoribosyl ubiquitination 6B7M [38]
MvcA L. pneumophila UBE2N-Ub Activation of NF-kB pathway 6K11 [39]
ChlaOTU C. trachomatis K48, K63 Suppression of NF-kB pathway - [40-41]
ChlaDUBI C. trachomatis K63>K11, K48 Stabilization of the apoptosis regulator Mcl-1 SHAG [42-43]
ChlaDUB2 C. trachomatis K63>K11, K48 Induction of Golgi fragmentation 6MRN [42]
ElaD E. coli K63>K11, K48 Suppression of NF-kB pathway - [44]
SseL S. Typhimurium K63>K11, K48 Cytotoxicity, inhibition of selective autophagy SHAF [45]
AvrA S. Typhimurium - Suppression of NF-kB pathway - [46]
XopD X. euvesicatoria K11, K29, K48>K63, K6 SUMO and ubiquitin isopeptidase 201V [47-48]
CidB Wolbachia K63 Nuclease toxin and DNase activity - [49]
RickCE R. bellii K63>K11, K48 - SHAM [44]
YopJ Y. pestis K48, K63 Suppression of MAPK and NF-kB pathway 5JP3 [50]
TssM B. mallei K48, K63 Suppression of NF-kB and ISRE pathway - [51]
SpvD Salmonella - Suppression of NF-kB pathway SLQ7 [52-53]
SchiCE S. flexneri K63>K11, K48 Suppression of NF-kB pathway - [44,54]
— AR AT SCHIRARIE

—: this phage has not related literature report.

YH B A A7 OTU K i %32 Z AL (ovarian tumor
domain deubiquitinase, OTU DUB), OTU DUBF| H
AL =K Cys-His-Asp(Asp & I 4 Gly. Glu. Asn
B Phe BUAR ) Bk I AA (Cys A His) HEAT AL P, e 4h,
A — L B H AR S ERFEIDUB. 45Tk
S5 E WA DUBK I, AR DUB 45 # R 5 LA e
TR AN [F AT 1, B ) SR I AN R A B AT
AR ) DIRE -

2 MEENEARKEERUMRAE
WE TR
2.1 CE RGEZENLE

20 B S e %2 1 DUB#E CEZ K & 1 g
CEX R —KEAA L SUMOkE . LZRIH
B2 OB RIIEEN 2R ES . DITRE,
KB & B R B AN AR iR A 35 % 3t AL A7 CE
S0 H T, a0 R R #R I ) YopI AT AvrA

HA 22 /55 AR £ 5% 78 By 3% PR 160, W T IR
HF ) SseL . KHm#F & 0 i) ElaD A 3 [C B BK B
) SchiCE /& Ub%s 57 1 5 A i 41, XopDs& HH
UbFI SUMO BURY 7 M 1) 5 K Bl , D IR AR S5 A4 )
ChlaDUB 1137 58 IR FG A4 H 1) Rick CE R BAZK fif 4%
UbMINEDD8&1i i) )i ¥ & 21 *>*4. CE DUBW £
Th e PR3k 40 A B T 40 B 93 I A 7 18 2 I AR AT
5T 3 CE DUB AT LA RH Wiz 28 48 19 2 5E {5 5
i FE B9, 40 SseL A ChlaDUB1 24 ilE B 7] LA &
YA E W FE . NF-xBAF 5 18 B ol 40 g 1 12 410
i 1643361 Avr A W] DLl i 2 B IkBafll B-cateninff)
2 EABM LL T NF-xBfE 5“9, Yopl B %
2 ZALEEE M, i LB TRAF2. TRAF6A1IkBa
H I R ALE T K 70 4% NF-xB{5 5 . Yoplif B
TR R BgiE 1, TR 2 BE EE A 1 MAP-
KK 6 | [ 22 5 8 A 75 28 g % %5 1 FH 1 MAPKK 6
BEBERR AL, AT 400 1) S K B 8 B2 R I MAPKCRI
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NF-«xBf5 5 i@ #g1*,

4H 7 H ) CE DUBY BA% AE W 1) CE &R 1
BA AL Cys R FIBGHT & (CEHT & )P, CE
H18 — % i His-Asp/Asn-CysfEfb B Ak, H15
MR, KRZHCE DUBXTK63 102 &Kk B A 4
S B [E X E AT ST 4 CE DUBREAT 45
R EL R I, TR HRM 4 & (SO AR AR AE 34N T]
AF[X (variable regions, VRs), VRsif # FZR1E 145
4 R 55 FTMEE [X 33, (constant region, CR)J#H [ : 28—
ANAIAZ X VR- 1B H AL T CESr & 1FFiE AL, 55 —An]
AF X VR-2I8 H AL T H M 5% I8 L [A], 35 =N Ar A
X VR-367 T AL BRI His 2 AT, 30 5 76 55 2 F1 55
=2 pPrE 2 M, VRsfi T CEHr& W, fECE DUB
RPN B EEAER , ¥ ChlaDUBI1 ) VR-371]
% [X A RickCE [ VR-1 1] 4% [X it 55 5 & B To vk &5
G . XopDad 5 — M i IE Y A7 UbM SUMO
BURE S VIR 2 IR, o B A A5 R AT R LR IR,
XopD-5 Ub1)4h & = 24E VR-1, 15 SUMOIFAH H.
VEF BB R AELEVR-2M,

VO IR A 54k v] DL 5] B A e it 0 W R A
BE R GE I G TR 0 Vb R, E N T E 0 AR S Pl
TR Wy rp e o R A B AR R Sk 2 L B
AR5 SR A k15 3 1) % g% )R B . ChlaDUB 1 #1
ChlaDUB2 & fE ¥ IR A J5 4 Hh R B DUB, H CA by
XA 14 DUBZE M 3k “, ChlaDUBI1{E VD AR AKX
JE A S G 1 4T AR AR R SR B i AR &
CIEAGTEVE B BERE % kB otk AT 2292 24048 6 T PEL
1E NF-xBA % , ChlaDUB 1A fEXF 40 g 8 1= A 1
Mcl- 14T 2532 ZAAB A5 I 50 52 2 1 g A [ i ),
1M ChlaDUB2{X I H 2372 22 BTG PE B0, i it xf
CLAEHT H) ChlaDUB1 A1 ChlaDUB2 ¥ 44 & 1 15 Ubf
AW EERIAT /041 KL, ChlaDUBI Hi Cys345.
His27581 Asp2922H pff Ak = k44 %1, ChlaDUB2 Hy
Cys282. His203F1 Asp2202H pif 1k = Hefk 42, 4
M2, 5HACE DUBAE, EA11 S145 44
MBI VR-3 A AR X 3 JE R — AR MR e 45 0 . 7
ChlaDUBI1 H VR-32JiE (1) —1i1 5 Ub4hi &, HAH KM
5 ARG A IR 7 AN IR B2 45 &, i 7EChlaDUB2
Wk b 2 TR A B A2 O iR R T B = 4B A TS
P, A ChlaDUB24Y % 81 H 2232 S AL BRI 1 57,
b 4h, ChlaDUB AL EE BN AR s dli N T — 25K
(1) e , %45 38T 655 ChlaDUB1 R T 2 1)

PIEE AT 5%, 1fii ChlaDUB2E = 102 e 45 74, %K
Bz R B A TIRE S,
2.2 OTURKIEEZZRLES

H20024FE HAZ A K ILOTU DUBLLK, #ff
TR I FJOTU LS MR 296 250 A 2R 1R, — ik
H A R 5F IR Cys-His-AspE 7 1 AL = Bk ik, Hp
CysFIHisx} HAE T RE 2 G E 2L, 1 Asp A B #Gly
Glu. AsnE{PheHUfLP". OTUZ 5 HABDUBS ik
AN, EAIRIEZ R R, BE VR e &
BT BB . A X0TU DUBF K& A 10 R0 45 1)
W 7L B 7 OTU DUBYE 5 #4) I dn il fRAE H iz %
HER IR A AL, B AT Fm 4R LS (1) 47
TERVIMIIZ 25 456 38(Ub binding domain, UBD); (2)
FAAERE S FOINZ R A; (3) AFAE R iz ZR A
SIMZ R GG (4) FAAES2AL HATDUBK 5 14 1)
B2 Rz R, TSR E PRI T KE
RN [ B A OTU DUBSY, A] LS 537 17) £INF-«xB
U2 R R, AT RS A AE
Fo HETH Z 08 41 R OTU DUBE 245 it 4%
A Ji 44 1) ChlaOTU A1 HE fii 42 [4] B 1114 1~OTU DUB.
ChlaOTUA] LAY) K48 FIK 6334 B2 11 2 Tz R 8, It
FIHINF-kBA5 5 #1020,

1 Vg it R I 4 OTU DUB, fKiKk
Wi v %4 N LotA(Lpg2248; em21). LotB (Lpgl621;
Ceg23). LotC(Lpg2529; Lem27)F1 Lem7(Lpg0227),
BATERINAENT T LotB&5#) (PDB: 6KS5). LotC
5 Ub-PARIE & W45 #) (PDB: 7BU0)PY, il it 7 #r
RIVEATH EA OTU DUBH S R4 4L = T A4
LotBH1 C29. H270F1 D27 4H i i Ak = B4 O[]
1B), LotC i C24. H304F1 D174H B AL = B A4 52
(El10), HEfilZ DUBH % DAL 5. FEZE
B SR (1) IR B, 7 F P IR vSNARE R A4
H ) Sec22bfiiz FAL, K72 RALEE LotB Al LL Bk
Sec22blf)iZ &4 ¥, 1# Stx3(t-SNARE syntaxin 3)Jit
% LCV(Legionella-containing vacuole), 32 7 il P18
Y| LM Sec22b 5 S3HIA EAE M. 1 22 R
LotCH{ ik s n] L5 E372 24205 SidC Al SdecA 3L [A]
W4 LCVH Rab1017Z 40 P2 AR 4 CLARKT I LotB
I LotCHIZE M KDL, 5 HZA ML ) OTU DUB
AN[H], LotBAI LotCTEME AL CysH A AR 3R 2 [A] 4 &
R B e SR [P} W EHL (extended helix lob)],
LotBA LotC 45 #) 3 Il EHL %42 % DUBI S145 &
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g5k

k €29 ”D17
g5 P! Y279 i
27 24PN
N33V
Lpg2248 (LotA DUB2) Lpgl621 (LotB) Lpg2529 (LotC)
PDB: 7F9X PDB: 6KS5 PDB: 7BUO

A: Lpg2248(LotA DUB2)K) = 4k 45 ¥ [ A AL = IB64A; B: Lpg1621(LotB)f) = 4E £k #y K HAMEAL = IR, C: Lpg2529(LotC)#) = 4k 4k ¥ [z Hofi Ak =
WEfR . (iR Fon TR OTU S M 23 (577> % 7R EHL (extended helix lob); J7 #E Ay fit b = Ik .

A: the three-dimensional structure of Lpg2248 (LotA DUB2) and its catalytic triad; B: the three-dimensional structure of Lpg1621 (LotB) and its cata-
lytic triad; C: the three-dimensional structure of Lpg2529 (LotC) and its catalytic triad. The blue part indicates the conserved OTU domain; the green

part represents EHL (extended helix lob); the catalytic triad is in the box.

Ell Lot-DUBH) =#ELEH K fEL = FkiF
Fig.1 Three-dimensional structure and catalytic triad of Lot-DUB

BLRd, W T H e Gz 7% BA mEAEH, MRAEN
FLotB EHL L §i/KIF143. L149F1F154, LotBA
FUIEI KO3 172 24 PP, Ak, LotBAI LotCH#R
BIUMRBEZ RIZ R A4S, HFLotCH
B8 SRR, XS5 ERIHE 12 M EZ FETE
A KB LotBIL & A 1/MIRF I S 12 REE G A,
XA BT LotBF w1 VI HIK 63 H2 172 25
GRS, LotAREH 2D OTUL M1, (0OTUL
AOTU2), HIH CHRuGEA 10 HEBENLEE 3-35 iR
(phosphatidylinositol 3-phosphate, PI3P)45 & 45 #4)35 »
LotAjf i Dot/Iem & Gt ik N\ B sk 4L 1) 1 1 41 A A 5+
FIFHHDUBWEMEMLCVH Rz 3 . PI3PAE &I
BIR 45 G BE 1% LotAM LCVT £ Rz KE R EH,
LA, LotA 55 i 22 [ 1 SidE 5% it 2 1 7 [F) 1 A, th
A BT W8 i 2 [ T 6 A A b i 5 BV, W R BN
LotA [)iX 24~ OTUZ5 #3387 LA ST R ¥ D Re, BA
WAL IS, Hr KT C138 DUBL A H £ — 1)
KOz R FEMIE %, 11 DUB2AT LA LR LCV |
I KASER M KO3 iEH: 2 Riz REEP. HMAEEN
52, LA DUBH, B — i K6IEHAZ REEN
DUBAHXT />, H Bl HH USPE % DUBF USP304#
HEBA AT DL R BRZB Rk BN KOER: 2 iz 214, #5bt
PARK2Z ZIEH M N FHZ R AL ; 171 LotA 22—
BRI AT L& — ) BIK61%EH2Z 2551 OTU DUB,
B2, HAENHHIEATERE . A il 7L igir

7 LotA DUB2I45#(PDB: 7F9X), K IC303-H535-
S531/N532% LotA DUB2I i fb = B4k 4] 1A),
LotA DUB2 B4R 45 14 M A% AE M) 1 OTU DUBZE
81, BE4h, LotA DUB2 Cys¥ AT AT 483K 27 ] A 4
INEHL. W7 RIL, 31 Z2EH B OTU DUB¥ & H
EHLZ5#38,, 22 B EHL45 #4358 nT 15 4 Lot-DUB ) 4
REREAESI (1)

3 BEAHREMEENAREZRLEE
3.1 HFRMVIEIZMZRENEZRERavVD
Met 13 452 (1) S ME 72 2% B A& 2R 1 v 3Rk 2 2
2 4% (linear ubiquitin chain assembly complex, LU-
BAC) DAk B 3k J& 5 1 1) 77 OB Jsd o O S v yg
Z32 FALHE (OTU LIN)J& FAZ A0 M v i — Be g 52
PEVIEI LM RN 22 2D, BT 2z R
W2 51 3 R PR RE, g0 e iR 4y, PR R
PR AT A RHIT N G — BLAE SR AT DURE e 10 D) 1 e 1
RREERSNE . B4R K, RavD
e A7 AE T W i ZE 1A TR g b Rl DURE S 1t DI B e iz
FREER DUBR, L CAR Ui 45 K SR BE 8 45 & PI3P AT
JiG BE LI 4-7% R (phosphatidylinositol 4-phosphate,
PI4P), MM RavDEfzF LCV L, 4k, RavD
M) £ m WIS IERAT T NS . RavDEA Cys-
His-Serfitfb =R E Y, BEMSIKIHZ 2270 T Metl 5
Gly76 2[RI R, % LCV R 2Rz S BE I BAN,
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X BHDHTE £ NF-xBAZEE S EHKI. Hitd&
fERT T WE il FLAT B B PR (Legionella pneumophila)
RavDZE [ RavDIc[{I 4544, 1% 451 2 A5 & AR NER
EIRERET 2, 8 4% PHEFN 64> allB R4 . HA% 045
4 o e A1 3 5% R0 BEEZL K. E RavDIcHT, I 3t
UbE & E— MNP 4E(S 1 5 A 47 8 b, iz Ub
SEEAE— D RIIFGR I (S145 5005 b, ST AIST
7 1553 ) 5 30 3 Ub Rz vl Ub ¥ 25 & 1 £/ T RavDle
AL RS R AR F T G76-Metl, iX & B RavDH
(1) Ub%h & 3R 10 RTAH FLAE FH R BE g 7 Hx Met1 3%
FeZ FEERE R DY
3.2 IBIRSMEAZIEZ RN EZENEDupAS
DupB

I It ZE [ 1 R S B 5% RN i A ik AR 48
FAI Tk R 4% B 3L 1% 4% (phosphoribosyl-linked PR)%2 %
iz 24k, B PRIZ R AL A /K B4 1) Rab33b iR
1T - 40 0 O % B a5 A P e A, 1 5
TS 2 A A A e o B T 7 R IR, 2 T 20 7 2R
1 Lpg2154(DupA. LaiE)Fl Lpg2509(DupB. LaiF
8. SdeD)fE N PRIZ F AL L2 R, 164 H W
SR I UR R EAE ), 8 (10 PR-Ub 1 B % 52
[ 5 W B A% BB V2 R AL IR I P 11 Rab33b I 22 2 R 2
(i) ) T T e T 2R, AT R AZ B2 R AL IR I 22 5
% HH K R RE T PR-UDb, AT RS 1 =5 200 Pt H 170 1R %
WEZ AR KT e RRE — A vl B E N B
HRIK) S, DupA/DupBAl SidEZ % Sde A B A5 /& i [
VR B R BB (phosphodiesterase, PDE) 1L 45
Py 3 (7681 H Sde A PDESS #4485 (1) i AL 5% 2L (H277
E340f1 H407)7E &4 PDEI % BB & A ¥ &
fR5F, SEIGUE B Dup AR DupB I AZ O AL TR 3 N
H67. E126H1H189538 &4/ 15 FH Al Sde A [A] )
TEALTREE R A T A 1 NPT, 5 SidEYZ 2% B2
ANFE 52, DupA/DupBXt PRiZ R ALJE R I H &
S ()25 AN A7, 1% 1475 Dup A/DupBRE NS MR 1)
&t PR-Ub, [A Uk PDESE M3 AZ 25 2 18] () A ELAE
FH AR Ve 5 2 BT 1 1 7 1l 12 o
3.3 HHMEMLUBE2N-UbEZELIEIHRY
MvcA

AT R I, WE M2 (41 B80S R MavC(Lpg2147)
FIMveA(Lpg2148)iliid A48 197 KM 2Z KLtz
XA E4HM P E292 245 A i (UBE2N)E T 4% ),
TE 7 R A7 18 EA I, MavCr] LUl I A%

P Jg il 7% 1 A UD I 23 28 Bt 7k 2 (Q40) 5 UBE2N
(1) R e (K92 FTK 94 FEZ i 7 i, 15 = UBE2N
BEAT AR SR 132 AR U0 X AN R AR AT DARH 1k
UBE2NZ 51 3 40 it F R R K634 2 T8z Rk
T UBE2NFE 1, 3E T4 NF-xB{5 5@ 1 1)
W, TEE R AZ s EAIE I, MyvcASE [H 1
T MavCIEAL I It e = I UBE2N-Ub, K% %12
FALTE VAL UBE2N-UbZ 1] 5 Ik e 24, AT i
% HMavCHEAL [ UBE2NIZ AR, iZad #En LA
Pk UBE2NI & 14, AT A0S NF-xBfE i i, Al
YR AERF IR A KACE AR T2 e A S
HIHETE . A MavC 5 MveA FIBE PEF I, (e 1R
A 50% 0 FIVEYE A5 S AR, BATTER B 1N
N (insertin domain, INS).  1/NERHR A0 45 #4935 (core
globular domain, CG) M 1™ i ol Jig ZE e [X 4 tail do-
main)ZH i, BER 2 1A CTEE58 7, 7E Mve AT H
MavCHEAI)Z RABAAT I EL R, MveAlH)
INSZE RIS 7 TR 75l UBE2N-UbJEY) , 16 H: CG4E
Fyd o () Cys83-His244-GIn265 Ak = AR I HE AL A
FIF, Hr Rtk AR UbFIUBE2N 2 8] /1 Q40-K 92 7 ik
H, MvcA 5 UBE2N S AU oA 1 Hias 1Y) Tail 45
PRt Ub B HERAE FH, A FI T UbRTUBE2N AMvcA
s, B A RIS, B ERA 556
= AT I MveA-UBE2N-UbE &Y 45 H) 5 MvcA .
IREER AT EE R, fEE A W45 1+, UBE2N-Ub
2[R f S R B ] 502 4 CGES IR ) (A 1 48 FLINS
GERE I A T AT 2 T A R R 7 11 5 R B
BN, MveA H B 851 S A RARA R R T 58 i
Tz FmA R

4 RE

AR AIERIR T 4w A [F S R DUB i
PRI BRI 22 () IE 35 R W, VF 2 B0 B T
DA 2w i H A DUBYE M B R 8 o BEBCHT 1 8
A F A EDUB K I, K 2 %04l # DUB R H B A 41
J PN A 3 5 R 40 R G B 1, 4 TR 1R G i A i S
WA RAE AW . IR S 1 e s R4
FA, A H RS B PR R O N
Tt Rl o o, T 41 R G B 1 2502 25 AL mT DAL 1) 1
FIZ R RGNS E B REE 5 M. CRIER
A HDUBE 5 N KK, OTU DUBTE I RIORY
P 9% S B H R HE B AR F, JE e 4 INF-«B A2
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KRG R T BAH ML R 1, F A 3 i ) R, (T
OTU DUB G fa] A5 fff by =PIt 240 it 10 428 19X 28 56 A 5K 7]
FOAA £ — 57T . OTU DUB LA 12 24k 7 bk,
{575 L AT 40 B8 95 IR AR IOTU DUB S AH %2 &1k
VI EEER A BE T fRAH S B @ XfOTU
DUBZ; 14 [0 7/ B, 3 H BT 1k i 2R X6 30T o 72
RGN AT Z g5 M e oA, TR B 3 i vz
RGO RN BA Z R R R EE, X
S FH 4 HE 1 A 40 B R B AR A ke R 6 i R
CE DUB /& 4fl ] 75 /2% G i F2 o 43 Wb ) B B, 7]
DABE W 98 5 A5 5 2%, R AR K. THFER IR
Z$CE DUBAAE— M EAEBURE TS U AL s HL
K63 REER AR . RMA LK ICE
DUBH' XopDAS H A 72 28R 5 08, X6 R T 4018
(IR E 18 R 2, AN I W] DA g Ag — s
HRRMEACTE PEIDUB.  WiRavDR] DAY #2812
FEEPO TR WA T A A A I R,
I HAENF-«BEUE R FEAE L, X i 14 v e F)
T YU & 7518 F AN AR EE . 1tk Ah, DupA.
DupBHIMvcA IS 1 DL 42 JF 4 di () 2232 R ALIE 1,
1 9 i A e L AR A P s U i T S IR R
it —DHR R . DUBTEAR 2 A= iy i F2 v & 45 8 24
H, Ur 2w R A S 2 B, TRA#F5EDUBIT)
Iy LKA Bh T 3AT AR AR W2 Dy Re R TT A
RPN, TRl SR TE BB R TT 250 RIS s 1 2
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