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Abstract: The type III secretion system (T3SS) effector is considered as one of the key virulence fac-
tors in Xanthomonas oryzae. X. oryzae pv. oryzae and X. oryzae pv. oryzicola cause bacterial leaf blight
and bacterial leaf streak in rice, which are important bacterial diseases of rice. Based on bioinformatic
analysis of the bacterial genome and other recent reports, X. oryzae contains at least 28 classes of T3SS
effectors, divided into two groups: TAL (transcription activator-like) effectors and non-TAL (non tran-
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scription activator-like) effectors. This paper reviews the number, classes, structure and host targets of

T3SS effectors in X. oryzae, which may provide a new insight into the mechanism of rice-X. oryzae in-

teraction, regulatory network and molecular breeding of rice.

Keywords: Xanthomonas oryzae pv. oryzae, Xanthomonas oryzae pv. oryzicola, TAL effectors, Non-TAL

effectors, Host targets

KA P E R B Y 2 — o KR B L
K FEBURZZ # (Xanthomonas oryzae pv. oryzae, Xoo)
K A BB TR AV v B0 A2 B (Xanthomonas  oryzae
pv. oryzicola, Xoc)H5| & B 7K FF 11 M Hfi 95 (Bacterial
Leaf Blight, BLB)FIZK 75 24 1 1 25 v (Bacterial Leaf
Streak, BLS)J& H Hij 7K FF & /™ 5 1 40 B0 3, X /KA
e BB KRB Xoo Fl Xoc JEHF5E K Fe A
Ji 4 B AH EAE T AR AR T o KR B PRI RRT (X ory-
zae)FE L) hrp (Hypersensitive response and patho-
genicity)J A gt (1) = 54 53 W R 45 (Type 111 secre-
tion system, T3SS)¥f 34 L 73 ¥ (Effectors) — 1
LY@ RE NS i S D A R L U S W o/ N O DY
P T3SS SN Mk B HI B 8 (Xanthomonas) F-
TEEUR A 72—, HUUIRL E B AT,

KRG H PR v, = IR W A RS
Bl TAL (Transcription
(AvrBs3/PthA)R W ) A1 non-TAL #Uw #(Non tran-
scription activator-like effectors). HHl, & 3 1~ Xoo
R PR (H A %k MAFF311018 | & [® 3 #k
KACC10311, FEFERE PXO99MH 1 4 FEH:
B Xoc &Kk BLS256 [ 4 3k K 41 )% 51 # I &
(http://www.ncbi.nlm.nih.gov/GenBank/) . FxiT, &l
FETAEM Xoo Wtk AX019471 8113 [ 2 UK F
U B TR R X11-5A R X8—1A 15 K 4L HE S &),
I S AR E BT R, KR BRI b
WU T 28 A2 40 Z24~ = AU 4, TR IR A 7K
T BB TR 5 OK RS VR A Ak R X R
(Gene-for-gene) B 136", SR 1M 2 4 A0 Mr R BH, K
Fed P R TS AFAE R B T3SS RNy, 5k —
HUETE . BT T3SS BUN MR Ry /K R e B A e e
BRI FZ—, RO KFEEPME D T3SS %L
DL RECE: . B2 S5H . i T REAR SR T T I R ik

175k,

activator-like  effectors)

1 Non-TAL SN ¥y KI5

1.1 Non-TAL 3R I 894FHE R 53 %

Non-TAL RN Y2 o> WA 5 ¥ 15 IX
(Secretion/translocation signal)fl13Jj §E [X (Function
domain)ZH BL(J& 1), — M EA LUTFRHE: 5 3+ X5
FEFE R 2 1 HrpX BIA/E HIA 5 PIP-box FI-10 [X 7
FI|(TTCGB—N;s-TTCGB—N3;,_3—YANNRT, B ft#%
C. GH#FTYNE Calif T, RINEK A, Gali
T); N-3iiij 50 MfE B MR AL WME 5 X Il
iR (P)FI 22 B R (S)>20%, 55 3 pi FIEE 4 Hoh 2 —h
SERMR(L)BHZ R (P), HI 12 (B RAZ R (D)FI
BRAMRE)ST, T L ERRE, RIS EF
C 2 7 B b 3% 6 5 e w0 B o 3R 2o 8 b
(Xanthomonas campestris pv. campestris, Xcc) . sk
TR R H (Ralstonia solanacearum)" iR T Kt )
T3SS ZOw 10, [wlE, S B E H T
(Bordetella pertussis)¥ % 1. (Cyclolysin) ¥ it iR
M 1L (Adenylate cyclase, Cya)al#& B FASUN W) )i
H N i5 F X (HR-inducing domain) il %] non-TAL
BN W), IFE T b K RS R T
(http://www.xanthomonas.org/) . 3 8% W 15 F XA
Xce 1 AvrBs1 TIBEIX AviBs s q45!'™, BF 3K 5 HL 0
TR BRBBUBE 1, fﬁiﬁﬁﬂ{ﬁ()( campestris pv. vesicato-
ria, Xev)H AvrBs2 IIfEIX AvrBs24, 574", AvrBs3 L)
fEX. AVfBS351—388[20]/'£§F0

JUT- A B B o 8 B 51 4B 5 A non-TAL (U,
¥y (http://www.xanthomonas.org; Wwww.cmr.jcvi.org;
£ 1,2) 02, K& H2AEWE S, 5%t
— B LIGAESE: #il4n, Xoo H' XopC. XopG. Xopl.
XopAD ., XopAE . XopC 5 Xev T3SS % #) XopC!H?!
FRFE R IGE GMI1000 H' Rsp1329 [AlEPY: 4%
Xee Hb, oAt 5 P B 8 R #R & XopCll, XopG
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& Xee ATCC33913 g HrpX 11 (1300 4 2 1112,
5THMBHAME (P, syringae)) T3SSZN 4 HopHI |
HopAP1Z 7 Al jiii B} 8 /K K B GMI1000 [
Rsp0752P A Ji; XopAD J&ME—3& TRk /R G I
T3SS RN Py Fi i) 22 5L 5K 1 i B3, 5 SKWP 2
—HEAT 42 aa U E & . XopAE [Al ¥ T3SS & 4t i) HpaF
HIA XopL. XopC —HASHE FLaAMRMEL
(Leucine-rich repeats, LRRs) . {H &, %48 WA UEE
UERH HpaF 53 T3SS 512", Xoc BT XopQ #k
AT IR . R, ARSI S A T A
S H Xee 8004 BUHGE T AviBslse_gus 76 H E Xoo
13751 BRI non-TAL BN M8 R 58, 8@
T WA 7 T AR AE A ECW—10R [ HR, I
ME] 9 4~ non-TAL N P (X INAE, 542, R,
?iaﬂ]?iﬂl%ﬂﬁﬁ AvrBslso 445 Tﬁiﬁ%ﬁﬁ%%ﬂ%‘vﬁﬁi}ﬂﬂ

T3SS RN %) R A AT Cya =1, A AT BESE N 4
FETR PR P R R I Y SRR AR, AR DL A U
N o TR BH S ORI Y R A e Ak B RN Rl
AR S RIB WY Fln, BN LacZ I3
BT HAE NSRRI Nptl 5 311, K205 H LA
AN I ) non-TAL U0 #5127

18 3 X] Xoo Fl Xoc B 1) 3 KL 417 51 0 B & 30,
non-TAL R+ A ~F, (BEEEHAZAMIFE(E 1,
2). Xoo KACC10331, MAFF311018., PX099" 434
A 19, 24, 20 > non-TAL %% #), Xoc BLS256 A
26 M8 1, 2; http://www.xanthomonas.org/), H:
H, 18 AN AR TR R E T 4 4 (XopU .
XopW . XopY . XopAB)J& /K & % ¥ ifd B 45 A 1Y ;
XopT Hl XopAF 53 HIAF1ET Xoo Hl Xoc; XopO Fil
XopAJ fUNAELET Xoc Fl Xev!h (3 2), (HISHFSE

%1 ZHPHEED non-TALs 1 TALs A% H 535127

[w1[27]

Table 1 Number of non-TALs and TALSs in Xanthomonas

Non-TAL%¥tH TAL % H

B LR T AR E =il 15 & ok
Xanthomonas spp Primary origin Reference strains Host plant Disease IILEDST ©IF  IHIIiGT Gif
) non-TALs TALs
30604, NA-11281)
b B YL R AV A 0 2 A KC21%, ik A% 59 9 _
) o unknown (30] . . 23 1-4
X. axonopodis pv. citri Xc270°, Citrus Citrus Canker
X00535%
BT 1 3 BT BN T O AR B &0 T,
- R o oy | BLE AR RS :
5 fih . 756C™, 5 Brassica oleracea 11 0-3
. . East Asia . Leaf Spot
X. campestris pv. armoraciae var. capitata
ST i S 5 5 i T Y b 2R 2 W
5 b REE e ATCC3391312232], E*"l ol S 246 -1
= ) ) Kentu (USA) B10007, 800411 Brassica oleraced g, a1 Rot
X. campestris pv. campestris var. botrytis
7 oy e T 5 7R 3k 2 BN A
PSS AR SO R 1 T3k NCppRazgitt B FRAIET S, 0
X. campestris pv. musacearum Uganda Banana Bacterial Wilt
PR T Bl 5 A 3 i THE V25 1R
E{E%Eiﬁ@%ﬁﬁ&ﬁﬁ&ﬁ {%Fj%ﬁﬂﬁ NCPPB702I! H e ﬁﬁxolgﬂwﬁ . 0
X. campestris pv. vasculorum Zimbabwe Sugarcane Gumming disease
S e B P T BROBB IR 5 B . —10M™ N " .
L gwmk S0 Bl BB R I R :
Joi AL T . 8280, , 34 0-2
. . . Florid (USA) 7, _pB36-38] Pepper Bacterial Spot
X. campestris pv. vesicatoria
KACC10331™,
MAFF311018",
= e T e A = KA A
7K B Y /KRR B0 A8 PRO% o R
v . JE * PXO86”), ﬁ( & Bacterial Leaf ~ 19-24 7-19
. oryzae pv. oryzae apan PXO06114%), ice Blight
KX085"Y,
GX1329™
_ _ [w] 7 1 T L AL TR
KRR REOR R s BLS2SGTL kg St e )
X ol Philioni BLS303"™, Ri Bacterial Leaf 26 12-35
. oryzae pv. oryzicola 1lippines African strains!*’! 1ce Streak
KA B TR S5 ] TR R EE X11-5AP, IK T ESil R 0
X. oryzae US strain USA X8-1A™ Rice Unknown Unknown

Note: [W]: http://www. xanthomonas.org/.
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R 2 KEEHME non-TAL 3N 48 2 045 5
Table 2 Distribution and characteristics of non-TAL effectors from Xanthomonas oryzae
MR W Xoo Xoo Xoo Xoc e i%%%ﬁ%*@ﬁﬁ% (Tﬁ?ﬂﬂ‘ﬂﬁ)ﬁﬁm fie SETHR
Effector KACC  MAFF PXAO BLS Distribution Eloelionile] Cosalblls) Reference
10331 311018 99 256 or structural motifs Virulence function
Ay 2 — ik B
X00 XO00 PXO Xor pem i A LBOATE KA IR24)
AvrBs2 Y2 Xanthomonas ~ Glycerolphosphoryl No virulence function [7,20,44,W]
0168 0148 03330 00730 diester phosphodi- .
(Rice IR24)
esterase
toas  X00  X00  PXO  Xoryp 07" 1388 MR NT (W]
pa 0079 0097 03408 21975 <SG T38S regulatory
Xoo, Xoc protein
5 B
XopA/  X0O  X00  PXO  Xomyp ¥ Haroin KA vl
Hpal 0095 0081 03392 21895 ;AT P Libjgugye Ui iy aif
Xoo, Xoc rice disease resistance
S ARAFR R 1B 1 F il 114 _
o ToEE KRS IR24)
XopC X00 X00 PXO Xoryp Xac, Xcv, TK fi it No virulence function [7,20,44, W]
3424 3221 02108 06135 Xoo, Xoc Haloacid dehalo- 0 viruence functio T
. (Rice IR24)
genase—like hydrolase
X00 X00 PXO  Xoryp acXev, KA TBRHECKE R24)
XopF 0074 0103 03413 22005 Xce, Xer, Unknown No virulence function [7,20,44,W]
Xoo, Xoc W (Rice IR24)
X00 Xac, Xev M27 FR ik 1 il
XopG NA NA NA ? > NT 7,W
op 4258 Xee, Xoo M27 zinc protease I3
PXO
X00 X00 Xoryp  Xac, Xcv, F-box #HH
zenl 3847 3626 043907 13990 Xoo, Xoc F-box protein WL L]
04389
X00 X000 PXO  Xoryp ~acXev, KA FBORHECKA IR24)
XopK Xece, Xoo, No virulence function [7,20,44,W]
1768 1669 01625 16075 Unknown .
Xoc (Rice IR24)
X00 X000 PXO  Xoryp ~acXev, LRR %[ TBRHECKE R24)
XopL 1762 1662 01620 16110 -X¢c Xoo, LRR protein No virulence function [7,44,W]
Xoc p (Rice IR24)
Xopy  X0O  X00  PXO  Xoryp f(zg jﬁs; ARM/HEAT % X fﬁEFU Mfa 111,24) AT
0343 0315 02760 01735 5 5 o virulence function ,20,44,
Xoc ARM/HEAT repeat (Rice TR24)
Xoryp PNl
XopO NA NA NA 05930 Xoc, Xcv Unknown NT [7,W]
X00  v05  pxO  Xoryp 4G e . %iﬁtﬁﬁ@k%s IR24)
XopP 3426/ 5555 02107 06110 Xcc Xer, Unk No virulence function [7,20,44,W]
3425 Xoo, Xoc nKnown (Rice IR24)
R Y I s R
FIRICHIRIC IRy, o R (R 24)
W A% 1 i 7K fi P ok it
Xac, Xy Structural ZocRtnte
X00 X00 PXO Xoryp ? ’ IR24
XopQ Xce, Xoo, . ( ) [7,13,20,44,W]
4466 4208 03901 00510 - homology to in N wrilees o oo
osine-uridine X R
. Strong virulence in Xoc
nucleoside ( Rice IR24)
N-ribohydrolase
X00 X00 PXO  Xoryp acXev, R 2 A IR
XOPR 4391 4134 03819 22735 e den Unk No virulence (Rice [7.20,44,W]
Xoo, Xoc IKNOWN IR24)
X00  X00 KA 2 RO LY
XopT NA NA Xoo No virulence (Rice [7,20,W]
4824 2210 Unknown
IR24)
XopU NA N O A f ﬁﬁ% UME;{-I o [7,20,44,W]
p 2877 00236 12270 > Unknown o virulence (Rice ,20,44,
IR24)
P 4033 3803 04172 03155  Xoo, Xoc Unknown We wimliznee (e A

R24)

http://journals.im.ac.cn/wswxtbcn
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e 5 IR24
XopW  NA O A iﬁ ﬁﬁ F UME;( ) [7,20,44,W]
0037 03356 02385 ’ Unknown IROZZ;“‘ e (e e
Xopx  X0O  X00  PXO  Xoryp fﬁi ?((ZZ H A zf ﬁﬁ% UM(E;.I R24) [7.20,44.W]
4287 4042 03702 03105 > 2% © ITHEIES (A1 T
Xoc Unknown IR24)
LB M UK A TR24)
Xopy — Na 200 na o XDy, o A No virulence (Rice [7.20.44,W]
1488 17145 Unknown
IR24)
Xac, Xcv -
X00  XO00 PXO Xoryp i PNl Ho P Ok FE IR24)
XopZ Xee, Xoo, , i 7,20,44,W
P 2543 2402 01041 11725 ng o0 Unknown Virulence (Rice IR24) [ ]
KIGFFEZR K C8 il
. k ) y 74
coax  XOO  X00 e Xoryp  Xev, Xoo, C9 IX; FLHAZE A %ﬁﬁﬁmmqmg 2040
& 3022 2875 00234 12260 Xoc T(ECF) B bl (e A0
Colicin Ia C8 and C9 IR24)
domains; ECF
TCEUm P OK FE IR24)
XopAB NA X00 NA Xoryp Xoo, Xoc sl No virulence (Rice [7,20,44,W]
3150 08090 Unknown
R24)
X000 X000 PXO Xoryp  Xac, Xcv, SKWP % [

XopAD 401 4145 03833 22175  Xcr, Xoo, Xoc  SKWP protein wiit 7 25,0
Yopap XOO  X0O  PXO  Xoryp Xac, Xev, A LBURTECKT IR24) AT
P 0065 0110 03420 22030  Xoo, Xoc Unknown ?}I;’zzgﬂﬂence (Rice 20,545,

Xoryp A
XopAF  NO NO NO omalg  Xoc Do NT [W]
L g,
TN
XopAl  NA NA NA f;;gg Xoc, Xev ATP/GTP 455 X NT [7,45,W]
Thiol protease,
ATP/GTP binding
Xoryp KA
XopAK NA NA NA 19400 Xoc, Xac, Xcv e NT [7,W]

Note: NA: Not annotated; NT: Not tested; W: http://www. xanthomonas.org; Xcr: X. campestris pv. armoraciae 7156C; Xcv: X. campestris pv.

vesicatoria 85-10; Xoo: X. oryzae pv. oryzae; Xac: X. axonopodis pv. citri 306; Xcc: X. campestris pv. campestris ATCC33913, 8004, B100;

Xoc: X. oryzae pv. oryzicola BLS256.

o, ZKAE B A B A 5L R 2 DNA [R] PR & T
90%, (HEMIBZAFAY non-TAL RN Y, Al RE
JEREALEE R . 2 T3SS MM AN G+C FRART
RN 4] DNA G+C P ¥ & if, T3SS &0 43 [
oy 5 5 PE TR - ARG &, HEAT TR BR8] 1Y 2K 135 15 B
B, X5 T AN T3SS sm 25l i@
WX 3 ANTHBCAE R ER(P syringae pv. tomato
DC3000, P. syringae pv. syringae B728a fll P. syringae
pv. phaseolicola 1448A)FEH 475 AL, B
SLHAITE DNA K EARRIPERE] 97%, (HRHA
(), PRSEEY T3SS SO0 B HIAR /D, U BN ] >

VT HA B0 H R, Qb =2 22 1 7K RE 8 PR T
non-TAL (04, #F AfE 3 40 b s el i 4
T it — 5,
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1.2 Non-TAL ¥ 895 N INsEFIE Y F I &8

A AHYIG RN T3SS & i L W24 ThBE
FE AR (DK E EMZRAEEARS
(HopAB2); Q) HAHEHMAEN, BHim FEH
(XopD, Xopl); (3)ek 7”15 £ & H B9 B R 1L (AvrB1,
HopAO1); (4)1E % 5% I+ (AvrBs3/PthA %, UL
TIOW, (B, HAYET R T RS, R
JEXF K R A non-TAL & 4. A4
B2, AU T 7 4> T3SS 803 #(AvrBs2 . XopC .
XopG. XopN. XopQ. XopAA Fl XopAl)4: ¥
I fig (http://www.xanthomonas.org/)!"!, {H & 7E /K 7
B TR IR A AR B A W SRR SE . o, 5 ARk
o749 RO ELA il O (R . KR . RS S )
(#2).
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LTREASTLCRTOGTE

RVDs-nucleotide

HDNG NI NNNS N" HGHANDNK H" HI HN IG NA
N 10770 64 57 30 20 18

6 4 2 1 1 1 1

RVDs

Secretion/

|LTPEQVVAIASHDGGKQALETVQRLLPVLCQAHG|

translocation signal

TAL effector

NLS AAD

Repeat domains——————] 7

cCration/,
Non-TAL effector [trans?ocatelén qlgnall

Functional domain ]

1 KFEE BHE T3SS X ¥ 8945 M F0Th A X 41407

Fig. 1

Structure and functional domains of T3SS effectors from X. oryzae

[46-47]

¥: RVDs: EE AR XWGRIE; LZ: LR PIEEL5H; NLSs: BB Nif5 5 ; AAD: R S I X 3.

Note: RVDs: Repeat-variable diresidue; LZ: Leucine zipper; NLSs: Nuclear localization signals; AAD: Acidic activation domain.

Wit T3SS A5 Y 7E A8 s St 4 T B0 1o 7 v
(A T A5 BT 1) 35008 L3R5 38 B0 7K e
EAREETW., BT, WA g N AR
T, R S AR R # T o BT T3SS ROn 4 s LY hE

TORIMG, AR —AHH, HATER I A A
Ak, HA R A JLAS T3SS B3N, A fe s
) B 5 A0 75 0 5 12N, I Ay S SO RN A 1
T MERE

ULk, fEmBEE T, (R Xop
(Xanthomonas out protein)Z ik f& BUR 5L ¥ .
AvrBs2 55— L EUR non-TAL W), |z
FAERRARME T . Xev B AvrBs2 16 &0 - BB {23k
AT AR AT BERY, [RIEE, AvrBs1—4 g A AR

JIE 5 0 2 R B L A P A ) R, SR A
B 8 M ) XopD . XopN il XopX 75X U
RO R TR AR, S IER, XopD Al
XopX il 41 4 G 28 R 48 A (W 3K 550, SR,
XopN 5 7 fifi-lE L7 i 57 {4 (Atypical receptor-like
kinase, TARLK1)4H %5 & 9 il 5 HAH OC 09 50 2%
FEPO e XopN Hil XopJ #1i 5 B 14 56 i) BFA
FiARE™ ), =4 KRS BOW T3SS & i i 1
ERN W % W) e % 1 (Effector-triggered immunity,
ETI) s W ok Bk 7 7 8 8k /Y 50 5 1

(Pathogen-associated molecular pattern triggered

immunity, PTI)EEOR HERIEMY, & AT,
JK A B W 22 219 non-TAL R0 4 (3 2),
AR BRI bR PXO99™ ' XopZ 7EEU ke
YER, MEIKFRE R e RS, 558, 78 Xoo Hf,
xopQ FAFRIE IR24 |, S¥PAEMMEL, AT
K&, {1 Xoc ) xopQ ZE7FRTE Iy Hh B AE A i)
Xoo Fl Xoc BARJE T [F—AFh, [RIJE M) T3SS RN
FE A —2F KRB DI R A AN R, Ry FL SO HLAE,
ﬂ%“’%éﬁT B, BN hrp 7% FRBEE A5 RS ER
W, KAE M B A KA T — 1k, AR AR
7J<%E'Xa‘ﬁ)7?iéﬂﬁil‘ﬁ7ﬁ N EESE R T a1 S S
] — > non-TAL RN ¥ 7 1% 7E 224~ /K R i AL i3t
ATy, AL LBURTIRE . B e sk
A&, A4 non-TAL %50 9 7 9 S 5 PR T 174 3
g Ao AR R T AR A KR R TR IR A
R —MEAFIFFE I )

2 TAL YRI5t fR

2.1 TAL ¥ MHRFFEF D

HAT, BHEZIEEZNE L TAL 80
YRR SE b, ACH B R o A TR e T Y B0
FZ—. AvrBs3 EH M AMN TAL S0P
(AvrBs3/PthA ZJ%), KA T Xcv, Hifid iy A5
KN N 125kD, BA 17.5 4 34 DNEFEFR (aa) ) &

http://journals.im.ac.cn/wswxtbcn
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SEHTT, TEXTAF A BOR o R R G EEE RO,
M, $IJF T TAL SO YAC. TAL R0 A [+
T non-TAL AN #, 32 BEAFTE T B0 5 3 A s B
R E B U2 (http://www.xanthomonas.org/;
http://sequence.toulouse.inra.fr/R.solancearum; 7% 1),
JKAE B TR & A TAL U0 W18 i %, k3] 7-35
Ao ESE, HoAh 5 B A BRI AR R R, 7T
RE R 7KV AR F A MR R B I 45 2R . & RV JE,
S5 30 P P A 26 [ 2R UK R B PRI BR TR X11-5A
Ml X8-1A (FERAI R, A TAL O Y FELE,
N 7K A 25 PP BT 1 AL S 38 e AR B TAL 2800 ) A7
AP, R AL TR R FCTE & A BRI T TAL 2%
;) RIS A, HJE TAL 00 909 N i Al C A1 B
AR A AR, T H, 08 W) 2 8] A [F] 3
FITE C i

TAL %R PIEA 80%-97% MRl IE, 45 1
HATUR Sk (1) N BEOR S, BAT T3SS 70U
F5(2) WA KGR L — AR & 34/35 PN EETR E
SRAITCHE AL X, NI RON ) ) 1Y) 22 S R AR T
A AITEH RIF(0.5-33.54Y); (3) CImfkiIk & A
SRR P BELE M) (Leucine zipper, LZ). B EN(FS
(Nuclear localization signals, NLSs)FIR 1% SE0%
X 18 (Acidic activation domain, AAD); (4) H T HEE
OGN 12 M 13 MERERES kAL R
(Repeat-variable diresidue, RVD), ifiid lb# RVDs
&3, HD NG, NI fil NN LR Z, N 75%
([E] 1)[61—62]O

HAr, EFekEgmiS TAL B R FEF 12 4,
Bl avrXa3 (JXOII) . avrxa5 (PXO86; JXOIII) .
avrXa7 (PX086, KX085, T7174). avrXal0 (PXO86).
avrXa27 (PX099%) . pthXol (PX099") . pthXo2
(PXO71, T7174) . pthXo3 (PXO061) . pthXo6
(PX099%) . pthXo7 (PX099%) . pthXo8 (PX099™),
talC (BAI3)E 7091 (3 3 4), Xoo HhIH Mtk
KACC10331, HAH#E MAFF311018., AT H bk
PX099%, Xoc FEH Ik BLS256, BLS303, HIE 1
B RS105 40545 15,17, 19, 28, 33 1 20 4~ TAL
B By 64062700 http://www.xanthomonas.org/) . 5

http://journals.im.ac.cn/wswxtbcn

A, ARELEEFAH avrXal0 57 XAENEBEE, 5N
7 VE B S T 43 B 1Y Xoo TRAREEK ZH 1T Southern
ZR2E, KRI Xoo ANI]AHL/INF H]AEFE A [R5 i 1)
TAL SN )R (5 45, RAFR).
2.2 TAL 3 4IRY78 E5BHR

TAL 500 W 3E A A ) 40 i )5 2 A7 76 AT 40 4 i
¥, VE M 55 340E N F (Transcriptional activators),
BARE —Ed: sHECoERe. BRI, X T
TAL SO0 1 W B0 DI Be A P bR T ffEL /0 o P
TAL RSP TEPEHCEUT % 34/350aa R HoT
YLK L (Resistance gene, R gene)id 3l T X dm /) 2%
4, %L RVDs. RVDs 5 DNA HA R, e
TAL SR RIS DNA-TAL 2% #1454 HAq
Ltk ZREERE et & AR Z, AR TAL
BV IEE G 1) DNA 456 XA AR . I, &3
i 35 R 2 B R T T % i e — PR IR ME R F 1%, L
SRR ANHI

RFBUAIEE H Xev B9 TAL 2004 AvrBs3 45
B Bs3 FEHUR 2 X SF A UPAavsss box
(Up-regulated by AvrBs3), /55 20 Z B UPA J&
KRB, &, RIMABI—1K AT KRG E PN
® (Xanthomonas gardneri, Xg) f) TAL KX N ¥
AvrHahl [FBE S Bs3 JEIHTY . UPA20 3L 1
A AvrBs3 W ELIRARAR Z —, 5 AN A 4 v
T, AR A T 2T T AU e S A7 1) JR L BT
UPA20 % 1t B, 1 19 B8R J5€ - 26 - B2 i€ (Basic  helix-
loop-helix, b-HLH)#¥% 5% [, i 41 i (4 386 1201
Ami, —LeKFEPORERE Xa3. xa5. xal3 M Xa27
O IR K (Susceptible
Os8N3/Xal3, Os1IN3, OsTFIIAyl 1 OsTFXI 25 () 7
e, 48 TAL R0 4 %) 8045 56 R B At T 56 A
3G T C AR A TAL 3500 9 0 AR ) #E AR
HH

PthXol . avrXa7 . pthXo6 F pthXo7 J& Xoo F %
IBUREE N, 5B, alisSs S B
Os8N3/Xal3. OsIIN3. OsTEXI ¥l OsTFIIAyl Hi%
iK(FE 3).0s8N3/Xal3 it pthXol 531 S KM,
H B xal3 ZKREPL Xoo [ R FERTON (R,

gene, S gene)



AR A5 KRR B BRI TR — TR 0 A FR ST RN M BT ok

1835

HAETEKREA T Os8N3 BT, xal3 A RPUimlE
FH - Os8N3 4ifih MIN3 HHUEH, S 5HPIEN 1%
BHo HAET, MiIN3 5K G5 19 7 ) MIN3 J2& nodulin
3 (N)EHHP MN3 Fil Os8N3 [6) & T /KRG IH Y
SR FR, ZREH 17-20 B4R B K R A
U K B (xal3/xal3) 2 0] fe 8 B Y X 50 02 3
Os8N3 41 To3eik o 1E B K R ok 40 B 4= e it v,
Os8N3 11323845 im0 2P /K R g 4 1 1 e oo A v
= 0sSN3 i SR IA O W, xal3 2HEHT
o P2 HR T KRS A T A= e R vh Os8IN3 1Y RIR K
AHEETL AN, WMAEENBURHF AvrXa7 il
AvrBs3 [HEFRIEH Os1IN3 1 UPA16 )& T nodulin
MIN3 57 jig 70767771 (%:z 3),

SR, JEHGIHEIN OsTEXI 1 OsTFIIAyl AJRF
Os8N3, J& TAFMEIREE 3). Hh, OsTFXT g4
FEKRES 9 Sy lk, J8T bZIP ZKk, (HJEH ke
KA., PXO99* (1) pthXo6 RAFMRIEYKIGIE, T/
FRERZ) 35%, WERE 50%, 125 OsTFXT F&[H
KRG, OsTFXI Wit & 338 0] LIGaBR pthXo6 W75
S, AR BEMTKAE T N 5 PXO99M [ ik,
OsTFX1 Wit 83356 Al RE AR Xoo 57 A
e H T BV PthXo7 %S OsTFIIAyl 2635 F+ 1Y
{UAE PXO99* th & B I I, I BB L N xa 13
Hl xa5 B7KFEXT PXO99* FHELA PR RE 1, A vl hE S
KR xa5 i S0 TFIIAY™ %45 T30 TAL 500 #) i BE
71, sE WS OsTFIAyl BFIRKFEERN xad
AT E>7,

Xa27 F1 Xa3/Xa26 jE/KRE) IZAF1ER R FED
Xa27 J&FARMFIE, WAFETRG/KRE, WAAeET
PR KRG . HAL T2 T3SS %Y AvrXa27 i
o WEITERM, AvrXa27 XF Xal27 5 5 00 80s 3 f
BLOK G Bt BRI xas S R N T
OsTFIIAYS B35 8 . AvrXa27 55 Xa27 By%E EAEK
i xa5 87BN 50 R R0, [FIRF, AvrXa27 7E7KFH
xaS WAETERR, HAassAUY, B, REN4E
A avrXa27 [ Xoo WRIEYYTIR K FERT, Xa27 A 3=
KO8 A B K R R B Zh BE AT oA S 1O
Xa27 E ALK FE AN T AMA s ], 5 20 ffa

MM BE YA S SR A AR, PRk RS0
Xa3 J&F RLK ZJ%, 4 LRR Z ki, HEAKAEY
SRR, TESE— PR,

T3 EEEY AR E Oshenl, BPA
TAL ¥ Xoc Tallc f1 Xoo Tal9a 55, Oshenl
i FUIN A H L 54 B B AH 81 T Hua Enhancer (Henl),
LS H B2 5/ RNA (Micro RNA) T.7%,
AHTRe AR M, WEHE—PHE,

ZE L RTIR, RIE) TAL B9 mT LA S R 1 fE
PEAR R, SCE SR TR — R R, =
4, TAL S0V e T/ 8K, ATae S
TAL U REA G, T EE—P 5T (3R 3).

ST, PSS BRI ST T X A R - 1
PO Y AR 20 e BB — & UPA box I
KERAM AvrBs3 1 RVDs % H—kE, EI—4
RVD Xof Jif — X Bl 3 A B3 1752, 5 A — g 22 1
AEIE B2, IESE TAL %00 4 1) RVDs-DNA 1551
A=z JE FE RVDs MM TAL %0 91 Y #E 4R DNA
A KRG, T % TAL 2009 B 4E FH L
ATk T — K2 o B UPAavss; box, Romer 25 *1H 5]
T Xoo TAL BN ¥ AvrXa27 %546 X UPTavxar
(5-ATAGAAGAAGAGACCC-3"), i T 7K Fa 4t 7k Jit
Xa27 WG 3 F X, AT UPAswsss box
(5-ATATAAACCTAACCATCT-3"), 1fif H = # AHEH
M, BA L —, 4km, & TAL s(W 9
PthXol. PthXo6. AvrXa7 M PthXo7 FI#§i% 5 i)/K
RN Os8N3  Xal3 .OsTEXI . Os1IN3 F OsTFIIAyl
Ja 31 ¥ X 3 UPT boxes: UPTpuwxor ~ UPTphxos ~
UPTavxar & UPTounxor BB R (R 47751,

HAl, TAL SU% 410 RVDs K24 23 Fiml fg:
HD. NG. NI, NN, NS, N*, HG, HA. ND, NK,
H*, HI, HN, IG, NA, NC, NV, NH, HH, S*,
SN. SS il YG., {H)2, I FHRLZHE HD, NG,
NI Al NN, 53] 75%L E(E 1, & HEOPL HHR
AN, FU K RVDs & & A 4 W% 2 fig 1 78
DNA-RVDs 45 & i B i VR A 75 B it — R R
— kUi, DNA-VDs HA € —4, f#ilin: HD-C,
NG-T, NI-A, {HZ, @ LA AvrXalo Al

http://journals.im.ac.cn/wswxtbcn
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AvrXa27 19 UPT box, & ILAH[EF RVDs A] LLXJ A
[ % R (RVDA-NN:G/A) (F 4, [[mf, 7246
I H AL TAL 8N 9989 UPT boxes W fi, % BL[HE
FERUER 4, FIH—48 RVDs U IR B A ZFE
PEUTTU AR, TAL 550 97 1) DNA ¥4% box i

B XYE LR 04, HERIARR RVDs A,
AR EERY, MR AR, Bgs T B
() TAL R4 FREY) UPT box!77077 821 31 H | i
W7 Z R RAR Y (R 4) K FEPUR S B UPT
boxes A2 RS K RE X K R B 50 v SRR AN BT R

WAE 5 RVDs X 75104 1bp, B2 T, X4

A, ATREEMENRA TR

®3 KFEHEBME TAL MY ARIESESS A K FEFEHR

Table 3 The candidate and identified targets of Xanthomonas oryzae TAL effectors in rice

TAL effector Plant target Description Reference
Xcv AvrBs3 Bs3 (Pepper) Resistance gene [38]
Xg AvrHah1 Bs3 (Pepper) Resistance gene [71]
Xoc Tallc OsHENI(Rice) sRNA biogenesis [47]
Xoo Tal9a OsHENI(Rice) SRNA biogenesis [47]
Xcv AvrBs3 UPA16 (Pepper) Nodulin MtN3 family [76]
Xoo PthXol Os8N3/Xal3 (Rice) Nodulin MtN3 family [64]
Xoo AvrXa7 Os1IN3 (Rice) Nodulin MtN3 family [77]
. Small subunit of TFIIA;

SEDIY CRIpATL Gy i) compensates rice xa5 mutation in OsTFIIAY5 [557]
Xoo PthXo6 OsTFXI (Rice) bZip family [65]
Xoo AvrXa27 Xa27 (Rice) Inducible [47,75]
Xoo AvrXal0 Xal0 (Rice) [47,82]
Xoo AvrXa3 Xa3 (Rice) RLK [80]
Xoo TalC Osl1IN3 (Rice) Nodulin MtN3 family [69]
Xoo Tal7a/8a 0s01g68740 (Rice) [47]
Xoo Tal7b/8b 0Os01g40290 (Rice) [47]
Xoc 1572 0s03g03034 (Rice) [47]
Xoc 1570 0Os04g49194 (Rice) [47]
Xoc 1709 050527590 (Rice) [47]
Xoc 2010 0s03g37840 (Rice) [47]
Xoc 2009 0s09g32100 (Rice) [47]
Xoc 2007 0s06g37080 (Rice) [47]
Xoc 2857 0s07g47790 (Rice) [47]

TE: TR AT Y LR SN A TAL 200 9.
Note: The TAL effectors with predicted plant targets were underlined.

F 4 FANEFNIESSHY TAL 55749 DNA 2045 F 5117707782

[68,75,80-81]

Table 4 Predicted and confirmed DNA target sequences of TAL effectors
TAL effectors/targets Repeat 01 2 3 4 S5 6 7 8 9 10 11 12 13 14 15 16 17 18 19 20 21 22 23 24 25 26 27 28 29
RVDs HD NGNS NGNI NI NI HD HD NGNS NS HD HD HD NG HD NG

AvrBs3/Bs3
UPTbox TA T AT A AA CCTA ACCATCT
RVDs  NNIG NI NI NI HDHD NGNNNI HD HD HD NG
AvrHah1/Bs3
UPTbox TA T A A ACC T AAC C AT
RVDs NI NNN* NGNS NNNN NNNI NNNI N* HD HDNI NG NG
AvrXa27/Xa27
UPThox TA G A A G A A G A GA CCC AT A
Dol a3 RVDs  NNHDNI HGHDNGNG HD HDNI NG NGNI HDNGNNNGNI NI NI NI NGNS NG
0l/X
“ UPTbox TG C AT C T C CCCC TACTGTACACTCASC
RVDs NI HGNI NNNNNNNN NNHDNI HD HGHDNI N* NS NI NI HG HD NS NS NG
PthXo6/0sTFX1
UPThox TA T A A AAG GCCC TCACCAACCTCAT
XA/ Os NS RVDs NI HGNI NI NS HDNN HD HD HDNS NG NG HD HD NS NS NN NN NI NG NN NI NG NS NG
ViRanes UPTbox TA T AT A AA CCCC CTCCAACCAGGTGCT
RVDs NI NGNI NI N* NNHD HDN* NI NI NI NG HD HG NN NS NN HD HD NG N*
PthXo7/OsTFIIAy]
UPTbox TA T AAT CC CCAA ATCCCCTCCTOC
RVDs  HD HD HD NG N* NN HD HD N* NI NN HD HI ND HD NI HD HD NG NG
Avrxa5/xa5

UPTbox TC C C T # R C C # AR C # # C A CCTT Gi9)

http://journals.im.ac.cn/wswxtbcn
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Tallc/OsHENI
AvrXalO
TalC/Os1IN3
AvrXa3 (JXOIII)
X002131 (KACC)
X003013 (KACC)
X003015 (KACC)
X002275 (KACC)
Tal2a (PX099%)
Tal4 (PX099")
Tal5a (PX099™)
Tal6a (PX099™)
Tal7a (PX099™)
Tal7b (PX099")
Tal8a (PX099%)
Tal8b (PX099")
Tal9a (PX099%)
Tal9b (PX099")
Tal9d (PX099")
Tal9e (PX099™)
PthXo2 (JX01)
PthXo03 (PXO61)
PthC8a (XooC8
PthC8b (X0oC8)
Avr/Pth14 (Xoc)

Avr/Pth3 (Xoc)

RVDs
UPT box
RVDs
UPT box
RVDs
UPT box
RVDs
UPT box
RVDs
UPT box
RVDs
UPT box
RVDs
UPT box
RVDs
UPT box
RVDs
UPT box
RVDs
UPT box
RVDs
UPT box
RVDs
UPT box
RVDs
UPT box
RVDs
UPT box
RVDs
UPT box
RVDs
UPT box
RVDs
UPT box
RVDs
UPT box
RVDs
UPT box
RVDs
UPT box
RVDs
UPT box
RVDs
UPT box
RVDs
UPT box
RVDs
UPT box
RVDs
UPT box
RVDs
UPT box

HD HD HD HD HD NG HD
TC € C C C T C
NI HG NI HG NI NI NN

(&R 4
NN HD NG HG NN HD N* NG NG
GCTT CCCTT
HD NI HD NN HG NS NG HD NG

TA T A T A A AGC A C AGT A T C T

NS NG NS HD NI NG NN
TA T G C A T G
HD HD HD NG NG NN HD
TC € C T T R C
NN HD NS NG HD NN NG
TR C NT C R T
NI NG NN NG NK NG NI
TA T R T # T A
NI HGNI NI NS HD NN
TA # A A N C R
NI N* NI NS NN NG NN
TA # A N R T R
NI NG NN NG NK NG NI
TA T R T # T A
NI NNNNNI NI NI HD
TA R R A A A C
NI NS HD HG NS NN HD
TA N C # N R C
NI N* NI NS NN NG NN
TA # A N R T R
NI HG NI NI NI NN HD
TA # A A A R C
NI HG NS HG HG HD NS
TA # N # # C N
NI HG NI NI NI NN HD
TA # A A A R C
NI HG NS HG HG HD NS
TA # N # # C N
HD HD HD NG N* NN HD
TC C C T # R C
HD HD NN NN NG NG HD
TC C R R T T C
NI NN NI HG HG NN HG
TA R A # # R #
NN HD NS NG HD NN N*
TR C N T C R #
NI HG NI NN NN NI NN
TA # A R R A R
NI HG NI HG NI NI NI
TA # A # A A A
NN HD HD HD NI NI NN
TR C C C A A R
NI HG NI NI NI NN HD
TA # A A A R C
NS HD NI NG NI HG NI
TN C AT AT A
NS HD NI NG NI HG HG
TN C AT A TT

NG HD NI NN N* NI NN HD NG NI NN N* HD NN NG

T C AG CAGCTGGTTCAT

HD NG

C T

NI HD NS HD NN HD NN HD NN NN NN NN NN NN NN HD NG

A CNC RCRZCRRRRRRRTCT
NNNI NNNI NNNS NGNS NNNI NGNS

R ARA RNTNIRATN

HD HD HD NS NG N* HD HD NS NS NN NG

c CCNT®# CCNNRT

NS N* NS NN NS N* HD HG HD HD HD NS N* HD HG HD HD HD HD NG
N# NR N# C # C CCN# C# CCCCT
NN NI NNNI HD N* NS NG

R ARA C# NT

NS HG NN NN NNNI NI HG HD

N # R R R A A # C

H* NG NN NN HD HD NG HD NG

# T R R C C T C T

NS N* NS NN NS N* NI HG HD NI HD HD NG

N # NR N # A # C A CCT

NS NN NS NN HD NN NI HD NN NS NG

N RNR CRACRNT

NG HD NN NG HG NG HD HG HD HD NI NN NG

T C RT # T C # C C A R T

NS NN NS NN HD NN NI HD NN NS NG

N RNR CRACRNT

NG HD NN NG HG NG HD HG HD HD NI NN NG

T C RT # T C # C C A R T

HD N* NI NI NN HD HI ND HD NI HD NG NG

C# AA RC# # CACTT

NS HG HD NG N* HD HD HD N* NN NI NN HD HI ND HD HG NN HG NG
N# C T # C C C# R A RC®# # C # R # T
HD HG HD HD HD NG

c # C C CT

NI HD NS HD NN HD NN HD NN NN NN NN NN NN NN HD NG

A CNCRCRUCRRRRRRRTCT

HD NI HDNS NS NS HD NN HD NG HD HD HD NG NG

C ACNNNCRCTT CCCTT

HD NN HD HD HD NG HD NG NI HD HD NN NS NI NN NN NG NN HD N* NS N*
C RCC CTO CTACCRNARIRTRTZCG# NH#
NI HD HD HD HG NN NN HD NS NN HD N* NS N*

A CCC # RRCNRZCH# N #

NS NN NS NN HD NN NI HD NN NS NG

N RNR CRACRNT

NI NG NG HD NN NI NG HD NN NS NN NG NN

AT TOC RATUCRNIRTR

HD NN NI NG HD NN NS NN NG NN

C R AT CRNIRTR

T F RIS DNA SEFRFHI BN A TAL RN 905 *: BrGig 13 &6 #: RAL R ABHE G N A, T. CHE G
Note: The TAL effectors with predicted DNA target sequences were underlined; *: The deleted 13" amino acid; #: Unknown; R: A or G; N:

A, T, CorG
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PN AT BE IS — ELIRPEAAT: (1) TAL 2004
15 B0 (Repeat unit) ) Z B MR 5 B A & — A2
(34 aa), A4 19, 20, 30 (Xoc4248, BLS256). 33.
35, 39, 40 (X002866, MAFF311018; AvrXa7-3M,
PX0356; X003014, KACC10331), 42 (XOO01136,
MAFF311018; TAL-C9b, PX099%). ftifi17 % Jif
UPT box fRXELFMANESL, H RVDs RS
34 aa (Y HE K HICH) RVDs [RIREHIINEE, B AT,
(2) EEZ ¥ ITHIEH (Copy number)ZE 1k £ v, M
0.5-33.5 A%, Boch %57 i A T 425 A% H
) RVDs i TAL 30, & Ii75 3 bR 56 R 7 s )
/N RVDs 4 6.5 1>, 10.5 > RVDs $4 S 78 H:
A IIREY, FAE) RVDs SRR, o
H A HAB R D REA T i — PR 5T .

2.3 TAL YR ERRE

HHG, &F TALSY P aEo 24 7 DNA
K, A UKFIF gD . s R U s
A AviBs3 MEERITTHEH 2 METFR o IRE
(Alpha helices), 5043 & ZAE ML M ERTY, 241
TH2E SR (A (R S . E— 2, PSIPRED il i} TAL
N W) 5 FE 2L TPR (Tetratrico peptide repeat)ih [
Fil PPR (Pentatrico peptide repeat)d f127**%78_ TPR
LT A AW i iR &3, LM JF (drabidopsis
thaliana)f 79 > TPR; A 260 4~ TPR; PR
+}(Saccharomyces cerevisiae) 15 1>, thITLF I
fie®™, TPR JEH 34 PN ILFRFEILA KA F 5 B,
7y 3-16 PEREZHIAM, M FEAFR-EHRLD
1, B R S AR B AR, EZEAE
AR RN, ZEARGS ST LEE
2 A 0 S a0 20 M R R | B Sk L SRR
i A R 32 R SO 7OR) SR, PPR AR
EAERYITR, A 2-26 B35 ANEIEMIE LAY
FEHI BTG, B AR 31 A SRR R IE, 36 F LR
BRI, FEAEER) RNA AHESES @RI &4 K
F 450 4~ PPR & [1; A H&H 6 4 PPR)PV,
Mk, BUFE TAL 0% %, RVDs — MR %E —
A, 1E W DNA BUZRJE, %55 [E E TAL-DNA A1 B

4t /A [26,70]
== o

http://journals.im.ac.cn/wswxtbcn

3 R¥

KRR AN ELZME . Xoo Fl Xoc EKFF-
995 5 A DR B A P B TR e o 4 i A1 ) o e
T KR - L A T ELATE A ) e R DN A A AT i Ay
THLEAHERE . Xoo 1 Xoc W EIE KA R T
KA T3SS UM HEH . Non-TAL FUW H) K
PO, A T KRR AR S L BUR DI RE B T ARl
TAL R0 )55 005 56 R A 45 & DX 5 i dE A, i
TRBIE 20 TAL SO Y1 KRR AR, LA K T i
farifs F AR RN . H TR R, MFoE EE LT
(1) T3SS RN W TE Xoo Fl Xoc TP A0, REIRZE Y
WHar; (2) Non-TAL &0 ¥ i /K R AR 2 T4, 40
Al AR (3) TAL RO #y il i 5 HOK R #0 bR,
] 55— Y R 35 S e s iR AR AH LA (4) T3SS 2%
I ) AE B0 o 72 A 2 AR T (5) non-TAL &L
Pyl TAL S0 —F WES O T2, (6)Un ey fift B¢ th
BIRETC ARG . BOH 20l T /K A - /K A B
ML v EAE B o FALBE, R M 2% DL ROK R R
T f fH— Bl 25 07

2 % X Wk
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