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Recent Progress on Avirulence Genes from Extracellular Fungal Phytopathogens
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Abstract Plant fungal diseases are the most devastating diseases to the crop production worldwide. With the rapid development of
molecular biology and bioinformatics technology, the identification of resistance genes and characterization of avirulence genes have
been facilitated greatly and served as a guarantee for avirulence genes cloning and function verification. In particular, the
characterization of avirulence genes from extracellular fungi, such as Cladosporium fulvurn, Leptosphaeria maculans, and
Magnaporthe oryzae, are useful to elucidate the mechanism of interaction between the host and the pathogen, and therefore provides
a powerful approach for the integration of prevention and treatment into plant disease. In this review, the recent progress on
molecular identification of avirulence genes from extracellular fungi has been summarized. We further discussed the strategy of
avirulence genes cloning, the structure of avirulence genes and its function and evolution.

Keywords Phytopathogen; Extracellular fungi; Avirulence gene; Effector

MRAE R HE Y. (HR [ %) (Rouxel and Balesdent, 2010). iX—
RS I B JE B B DR — R A I R T REE 7 RN D A 4 5 08 L R ) 1 2 4% s Akl Ak, R

FHED WA HTESE R TR e e O IR Rt 0 D B 3 AR 8l 25 S B8N, 1 BT OB () R 0% 1K 6

EWOR TR ESI RN Hm R RN i e & BEmEl ETI RN 7 AR S, MR ECHTY R

/NS FH)BEENs et al., 2009). JCERRFEERI S E R EE DL RN 7 (1R (de Wit, 2007).

DRI 22 5] 1) T e i PRl R 5 S etk S e, RIS ¥ R IR BB, Q2R IR B, BEAE H AR SR

fid Rk B (ETH), IS R SR 4 ik Ak et dn R 9 1 — RV 555 IR (Oliva et al.,
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2010). 2RI IR B AE 25 AN Z5 42, JERES IR P
T MINBE . 5 R B 5 B AR R) 1) ELAE 53 Db S
M LA S ARSI LA (Liu et al., 2010). AR5
P BN B 1 5 B R R R I IR RS AT A
PINLE, IR FEAA R S0 7y 2 FhRAL: —Fhd
HAWASEE, WRE AWM E S5 WS ESE: 1%
95 JEUBRT RN 1 1 ] RESE AR LR AR R IA, AR
J R 95 5 BT e 1 B B A AR BT s A DA
1) R IER A7 T 3 — P M dh 75 s Y LR
(extracellular fungi), WIFEHTEER - TR 28I
TP AR B SR S BUD R s 12200 SRR 1)
JCTEERE DRI 7 wh 2 A A, AN R SER 2247 1
A B M b B E AT — A B A A kS — A i (]
LRR 5 #4(1% 1) (Hammond-Kosack and Kanyuka, 2007;
de Wit et al., 2009). JAh 53 74 Ji TRT dz b 5 (R0
TE A& Gt M b 3 W BN - B o AR 7 W B AU
TEAWNRE; 55—, SN 74 W 27 A
Y FAMA B TS s 55—, MV TEER N-
Ui, AT CdmAEAT A A5 e 31 1A A M A 0 L TR 1
EARE— 2T, RSN EE; 54, [

b i

Appressorium

s

HEAE a7 A N TR BRI BN —FF, Mudbhor iy
BN —ANMRHIE R, A 24PNk, %
P RRIR AL T RS S 4R R L A5 MRS 1 T
B E R (Stergiopoulos and de Wit, 2009).

F AR A2 995 i AT 5 1A 1 R A0 6 3 ARl A
(1) EZERR I N 12—, g A R AR A
P SEERUEWT, R E RS HUR PO SRS H R
T 2R 5 e A R RO IR B e T B AR
MM, TS BLRE S IR NI R /N,
15 35 B 10 P00 R R AT R IR 0 A
(Zeigler et al., 1994). [t A= 15 B 24 I Pis Ak e LA
J AR AR A BE D200 P AR B Bk, X s
JRBTEHE I N 5 % B PO RE N ) oy B kR DL A
AV T AR AR FH 3 - PO RIS AT A R A5 55
MIpT iR TR AR KPS iRt

AR T ML Aoy W T BT, A HE 3 A
P TSR 2RI B BRI s B G B SR DR SR
SRt b o HE— 20 0 R A 904 I B B I A IR 1) &
¥ AE(intrinsic) D e -5 BEAL AL LA R s JE DA 21
ARG B L DR ot e SRS 1) A8 A B F0 SR EAT T #R 1 o

AT

Conidium

Cell wall

...................

D

I omm

1 i Plasmamembrane;

IR
Cytoplasm iy

Haustorium

WRT

{MMr‘l.'

JesrAtE
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Figure 1 The location of Avr proteins and R proteins in different host-pathogen interaction
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1 B EREYR IR LW R ER
1.1 M ERE LEER

H 7 Al 25 T4 (Cladosporium  fulvurn){2 41 5|
S A A A T — ML PR T, o S E
PR IR B 2 — (T AR, 2005). R T
AT MG BT (1) M Ak LR 1 99 B B (Thomma et
al., 2005). &4, it J |n)igi {4 (reverse genetics)
BT TSR e T 4 AT R
TCEFEE, B Avr2. Avrd. AvrdE Fll Avr9; XEEE
BE DA g 5 5 D 2R 1K/ T BRI R UK
F(Takken et al., 2000) (¥ 1); BERF A S FH 0T
HZHAM Cf JrikIEgirt. ok, fEd it
o BIH IR, a5 4 FhA a4 h iR 1 (ECPL.
ECP2. ECP4 il ECP5)#E N tAMAZS R X4
TEFE AR AR O e e (11 U W (De: Kock et all.,
2005). b, FHI4fAbEEH ECP6 5 ECP7 L2
1 %: %€ (Bolton et al., 2008).

Avr2 gufth el 78 NIRRT R, 1%
A SESNNT BRI TRARTY Y g S 1R S IMW Y A0
fE 8 AR RN A E A, ERE SR
EATPUIEIED] CFf-2 I i A AR L BBt SR AT
MN.(HR J<)%) (Dixon et al., 1996; Luderer et al.,
2002b). Takken %(2000)3& T KZHL T & EH
AR U B I A R T AR HR R R
HTDhae kw80 2 7 e Avr2, il i AL i
JREE Y cDNA SCFE, # cDNA 2135 %] PVX (potato
virusX) WU R iA 34k b, JEREZLR) PVX Bufgkss
FhRNF AT, PVX AR LRI S B A N PUPE L
RIPRE HAE, ERRRERAL=E HR Y., A #E 75
Sk gkim T LARAFAH N JCREAE R R be e o AR %
WiTa], Avr2 22/ D30 4 B 25 EREYIBAEAR DG bt
SRR NG5 (Kruger et al., 2002; Rooney et al.,
2005; Shabab et al., 2008). fEHitEHE A CF-2 fA{EMI%
R, GEEEE Avr2 AT RE N I DhRE,  HAR
MR PIEIER Cf2 /- RIPTPERZ Rer3 JEEIH)I
5o Avr2 FEDEIIR R SR | IRR B e 14l AN RECE A
AVR2 R DI RE % K (Luderer et al., 2002b).
IR B s i 22 TR B RRIN) Avr2 S50y A
(B A7 AR 2 (AR R SO, o TN IE ) I 9678
Ko XL TR A ) g DX s A slilkR 1
TR, TER TR Avr2 B, A S ETDIRE
f{1504% (Stergiopoulos et al., 2007).

FERI 70 88 SR nT Ik 2 FloAS R v fE ik A4

1106

RSN, BRI st A% 27 AR I ] 152 4% 2 (forward
genetics)i& 17 (Takahashi et al., 1994). 7 J [i] it 4% 2%
WEFTrh, JEDR P g R B AN 4, R ] Do ik
AR AL R AT 5% HE DR 1) ) 6 LA K T 5 | g 3R 28
Ap S, JCERHEA Avrd. AvraAE FIT Avr9 #5% F) H  )
AR E I 71 v PR 2

Avrd it 135 A LR IR B TR, S T
PRI UAERR AN FAMA B . H C-F1 N- R4
B RN TS B R A ) i 1 (Joosten et al.,
1997); Hohfu s 8 Xt Avrd A% SiErEE
KETZLNPEP RS I H, Avrd TE Ay
g5 O X IR 4540 5 e MESh A LT Jot 45 45 X 46k [+
Ji(van den Burg et al., 2003). van den Burg %5(2006)
¥ Avrd A EG BT L, SR R IAE I SR R A
JerayiE, Avrd AR ORI I BRI LT 5.
van Esse %5(2007)ff 87 b 5k 85 72 JL T Mg, 58X
DUBRTE A 25 A 1) Avrd JEIRI, RBZECE R LT
ST ) S 3 AR, X 2D RS T Avrd LA
HAATER IR ER Qe A2k, JEH, FHaint
B Avrd SRR R F AR AR S e 1 R i X A=
(PIERAS B SR, T 5 1P e 2 R AR 1 5 4, —
Jy T ] DAREREBTIESE D CF4 (ARSI, A
88 T JLT B4 &35 (van den Burg et al., 2003).

AVrAE it s IR IR I 101 N2 IR 1) R
H, AR R G e, 2 B s A
IRk CI4E M5 HR S (Westerink et al.,
2004). 1R % M55 A B PR CL 2 Bl B R 1k ik CT4E
A FIPUHE, XLEBRET) AVrAE JE IR 1R 4 s DX 0
IR 2 B RAR, % IARN AVrAE JEDRTE it
SEMEAT 2 MEIERR BRI AvrdE B, Rl Phe®
Leu 5 Met™ Thr (AVR4E')[#251k . Westerink 2%
(2004)MF 572 W, AVrAE R 155 62 A7) AR IEIR
(AR TR] X e RS I 12 AVrAE 5 FLAH N BT 3 R 1
Wille HET, AvrdE JEDR R L guts = PR e A
Rk — 9T

Avr9 %ifih 63 DML AR E, fEEAN
KMTIEE RS 6 A M2 R kA&
(Westerink et al., 2004). §T AT FERE, 1XL8pfif
RAMRRIL YRy Avr9 (S5 Rk E Jods SR 40 il
1] HR i BT s AN A] /b ) (Stergiopoulos and de Wit,
2009). Avr9 e i S I RE D CE-9 7 it i Al
FEAEPUE . Marmeisse %5 (1993) 3k T [R] 5 F 4 1) 5
W&, W5 7 ah B B 1) AvrQ JE DRI R R, &5 S IEAN
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T8 5RO T At AR b AR A E KR, %
WFFUER B AvrQ PR AN I A it 5 A 4 25 ) i b
WM. FsL b, Frafesikite Cf-9 PriEILiRz
) B S B AR R A9 S DR B AR
(Stergiopoulos et al., 2007). i, MLEMARSMR I
TCHEMAME N, Ar9 RIANFS, RWHES™Y)
5599 JEUA (R AR & 4245 9<(Thomma et al., 2006).

i A EL 111 6 NEER Ecpl. Ecp2. Ecp4.
Ecp5. Ecp6 5 Ecp7 LB milE. Luderer %5(2002a)
PRI B, BT )3 Al TR A% A A 4 J0 ) 48
KW Ecps I, XEd A0S & & HMECE
RAIRERILME . Hr Ecpl Al Ecp2 FERFET [ 1]
BRI ke . U B G RESEA Avrd Al
Avr9 1E75 RV NS I, AEYIAR A ) Ecpl Al
Ecp2 thaksmZUth 5T, 0 Ecp 5 Avr JLR) oS AE
WIHTH A 3442 (Stergiopoulos and de Wit, 2009), EfI
Avr 5 Ecp fEF AP 5 B IS AR A 2 OCH )
VER . R4 K250 Ci-Ecps 3k [N L& plini A% &
A1, AR Tk v B 1R 2 A i R R T M DR R AR 2D
(Soumpourou et al., 2007).

AR CURFIEAL I A 0 27 B JC B R N, A BT
T A8 S TR R AR ELR B LR, e
i T 2 [ I TR DI 25 R4 TR ) B s AR,
FERE Tt )l s K5 A (1) % E A A4 B
R E L.

1.2 W3 ZEEB W H LR

FESRITIY) 40 AFJTR], it B A& s Ak
5™ E 9% #E 2 —(Rouxel and Balesdent, 2005).
L9 Js i A ZNER P 18 8 Leptosphaeria IR A5, &
DALFE PN INPR R 2RI 5799 1 (Leptosphaeria
maculans) 1 =% 2 1299 B (L.biglobosa) . i3 2%k
Wz B0 ), BET R S S AR A e R
WIZEEE B I, e AR I E 2L R R
(Fitt et al., 2006), H.5 [ K™= 541 2K 5 nl ik
30%-50%. H#j, HA 3 /NI i G
R e ke X 3 ANIEREERLE Avrlml, AvrLmé
55 AvrLmd-=7 #S i ad []47 ve 1) g 453 21 1 (Gout
et al., 2006; Fudal et al., 2007; Parlange et al., 2009)
(*1).

AvrLml #5527 4E 269 kb & % AT Xk, %X
WK RO T I 4 AN KR i B A (LTR) Wi 4%
SRR, A /D R BE DR (Gout et al., 2006 ).
AvrLm6 52 7 7E 133 Kb (ESRiBIX K, FHiZX

1107

WA A S LTR 0% 5% %% % 1 (Fudal et al.,
2007). 52| HHCA 1L T e b 1 BB G R AR
TEFEHE Avrlml 5 AvrLmé [ GC &= #BH%. H
X 2 ANTCEERE NS 88 UL, 3o gt 205 N5
144 NEIER IR, HHXSEAS
CRIE P ARG R, WARAHEE SN
TENREAH G IR IE L 250 324, R Avrlml 5
AvrLmé [ EE I Th e T e , (H0AH N R P SE A
RIm1 5 RIm6 1A% v (Ricardo et al., 2010). [ i,
X 2 AR R R HAERL v ARTE 2 o o — i,
AvriLm6 H 5 6 AR EIRIRIE, 1KLL
P 1L T A3 7 9 TR LAZERE Avrlm6 25 e AE
W mAMAT R E . MR, Avrbml B HAE
— AP, ST TR CARIE R R IMA RN,
TR T A e IR 1 2R 1 (Kamoun, 2007), Atk
AvrLml & R v R e A ia 2 % 40 .

AvrLma -7 ¥z A7 238 kb (L X L, %X
o 5 S AT, MIZER LTR 05 S 5 )3 1 41 1k
(Parlange et al., 2009); 1% JC B 2 RO AH R R 40 5
RIm7 5 RIm4 #BEATCEEE T RE. Avrlm4 -7 %
Tith 143 AN FERR HIHE 2 (1) 73 Wb 2 U RTAA, X R AT
Pl B RN 5 TE s B 8 AN b 2 IR TR AL 11
BCGAR 1, IV (1 ORI 1 B AT TR
P o Avrlmd =7 JEPRI R IETEAR AN 77 =0 7 ) 34
R, RN T d G, HERR R . Avrbm4 7 3
DAL R e 2k S 8 o R S B0 3R B, AR Avrlmd =7 5
DAL () S HE N TR B D) RE 2R G EE 2

gr Pk, Avrlm BEDRK 2247 T B (AR 1R 0 i
B ARy E I g R X Sk, X AT R TR R
Avrlm [ R IHE A DA K s i Ji TR0 27 3 1R 38 Y
PE, XA RS R B A st AR AR P 1 3= 2R A
(Haas et al., 2009). [FIf}, k&b B IE B il e 2558
5002 95 TR S TR DR A 4 e S S N T R
gh 0 22 FEAG S DO IR 11 32 2R R (Rouxel et al.,
2011).

1.3 B e R A

/KA (Oryza sativa) e 4 TH Jit b 22 A Er1EY)
2 EERRLA LA DR .
HH A% 95 i 1% (Magnaporthe  oryzae) 5 | i ) 42 9 i 2
SR AE AL = RGN 2 —, 2 A
FLHLEr 2245 (Couch and Kohn, 2002). S2EGFRT,
5 VA FH RIS B B0 b Pl 428 L s T B 2 D
FIxd IR 85 224211 T Bt (Rouxel and Balesdent, 2010).
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599 # (Dean et al., 2005)5 7K #F(International Rice
Genome Sequencing Project, 2005)3 BRI ZH 0 7 1) 56 ik
I T SR JE B R B R BURSE R 2.
B LA e A 12 T AR ELAE A8 5 T 43I 72 ()
#i0AE, 2009). AT, K35 BATFEA SR R L
ANTAIFOI SR A BEA SR it T B 3 A
REBHR AL, KACEAH 40 DRI
TEHEHER e T G AR A0 e, AR C v B

1 FATC R0 v B A0 o3 s B B I 7 A
Tablel Extracellular fungi avirulence genes known to-date

TR A A 9 N (Liu et al., 2010). M, PWL1
I PWL2 #2125 i JE &, HA R ) 75 3=
LAk (Kang et al., 1995; Sweigard et al., 1995); ]
AHN T AN TEERE K AVR1-CO39 (Farman and Leong,
1998). AVRPita(Orbach et al., 2000). ACE1(B6hnert
et al., 2004). AvrPiz-t (Li et al., 2009). AVRPia. AvrPii
F1 AvrPik/km/kp 343k T /K i (Yoshida et al., 2009)
(#* 1),

TR EER PR

FOS I HEE 3L R T g

XN R JEA FERE P IO R RIA

Avrgene  #(H FEHL Signal Putative gene function  Corresponding Localizationin  Expression
Nb of AA Nb of cysteines  peptide R gene plants
F iR
Cladosporium fulvum
Avr2 78 8 20 AL IR, Cf-2 JRAMAE LEEZ LGN
AefEH Rer3 B H: Apoplast In planta
b 2 1 i
Protease inhibitor,
Inhibits Rcr3 and other
proteases
Avr4 135 8 18 WAL LT A G Cf4 JaMA LEEZ LGN
M, fE LT Apoplast In planta
S
Chitin-binding, Protects
against chitinases
AVr4E 121 6 10 AN Hcr9~4E JaMA LEEZ LGN
Unknown Apoplast In planta
Avr9 63 6 23 AR I Bt 0 ) Cf-9 JaMA LEEZ LGN
Carboxypeptidase Apoplast In planta
inhibitor
TR 2L B
Leptosphaeria maculans
AvrLml 205 1 22 AN RIm1 REEANNLTT  EAE RN
Unknown Probably in T RIE
cytoplasm Over-expressi
on in planta
AvrLmé 144 6 20 AN RIm6 HRETEFUOMA AN
Unknown Probably in In planta
apoplast
AvrLm4-7 143 8 21 AN RImd and RIm7 "I RETEFUAMA TR M4 7K
Unknown Probably in o Z0 M o 2F
apoplast 5
Strongly
overexpresse

din planta
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gkl

Continuing table 1

S e LR )

XTNH R IERIFEAE P E Rk

Avrgene % H B Signal Putative gene function ~ Corresponding Localization in Expression
Nb of AA Nb of cysteines  peptide R gene plants
TSR3 TR
Magnaporthe oryzae
PWL1 147 0 21;23 Gupd s A EE R A RETETAMA REH
FEURMER WA Unknown Probably in Unknown
Encoding secreted apoplast
proteins control the
pathogenicity to weeping
lovegrass
PWL2 145 0 21;23 s T HEARNSE R A RETETAMA REH
KEH Unknown Probably in Unknown
Encoding glycine-rich apoplast
hydrophilic protein
Avr-Pita 224 8 16 2 <2 o 2 1 4, Pi-ta IR AN
fe 5 puik IR Pi-ta Cytoplasm In planta
HiEHAE
Encoding
metalloprotease,
direct interaction with
resistance gene Pi-ta
AVR1-CO39 A4l AR REH ARFH Pi-CO39(t) AN AR
Unknown Unknown Unknown  Unknown Unknown Unknown
ACE1 4035 43 REH G i SR A 15 ) il Pi33 FOR M £ B & i
Unknown  FIHEARZBEAA 2 Ik Fungal ik
AU =REEEN appressorium Expressed in
Encoding hybrid appressorium
polyketide synthase
and nonribosomal peptide
synthetase
AvrPiz-t 108 ES 18 G it 73 K 14 Piz-t ARF ARG
Encoding secreted Unknown Unknown
protein
AvrPia 85 2 19 TRl 4= Pia 20 a5t £ 1 W) 4K N
Encoding secreted Cytoplasm FUE SV
protein Over-expressi
on in planta
AvrPii 70 3 19 Gl 5 C2H2 Bt Pii AN TE AW 1A N
)7 A AU Cytoplasm Rk
E{s| Over-expressi
Encoding protein that on in planta
similarity to the C2H2
zinc finger motif
Avr-Pik/km/k113 3 21 it 43U B Pik, Pik-m 45 TE AW 1A N
p Encoding secreted and Pik-p Cytoplasm SUESSVN
protein Over-expressi
on in planta
K& =G
Rhynchosporium secalis
Nip1 82 10 22 SRR AR S R Rrs-1 Al RETELAMA o RIK
#FEH, HRHE Probably in Expression in
SyENN TR Y apoplast vitro

Encoding nonspecific
toxin, induces plant
Necrosis

1109
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oA AVR-Pita B ¥) 4> 25 H O H A b
0-137, FHAE/KFELNMI N HERIAR ik T Pita A
SrpitE. ZEER g TS EE TN, K 223
AL, N i BT o W 5 5 K AR B )3 4
(Orbach et al., 2000). Jia %% (2000)i% RE A A S 4 25
RRW, BRI A S S IKT) AVR-Pita
HH AVR-Pital76 fig SHiPEIED Pi-ta [1)E L2 %
SERIE(LRD IR R AR, ZE AT LA S
Pi-ta R 1) G5 [ Vo

AVR1-CO39 e M AEREIIR M 2 1 Geth
A 1= 610 Kb (Y AR X, /KT S Fl CO39 H AT
TeHE . BT AAEST BT CO39 B it #ikk AVR1-CO39
FE DAL B PR S KA I I, A R0 R AL ) LI, %
SEPR R O R R T B AR, 3B B b
X} CO39 47 # (7K #4%, 2011; Tosa et al., 2005). 4Rl »
Y241k, AVR1-CO39 JE K Th B8 (1) VE AN 5 AE AT 3R A
471(de Wit et al., 2009).

ACEL 2 ) FIFE 53 T HH (] BT ik Guy 1l 5515
P ML25 298 A e G BERE DN, m) DU S
PEH S R 35 AT B FE R Pi33 /K AE LA Irat? ()t
itk 5N (Bohnert et al., 2004) . ACEL Zwfitd f#) 4 (1 F
WK, iy 4035 NEIERR, 1SR AL
G5 AR Z G B 2 A1k . ACEL-GFP
RGBT 9T B 40 i A () 45 SR 4 7R, ACEL
REAE PR P e e Pl IR, HLAE R B4R K
R A2k B BRI L HE K ACEL 5%
JEU R 12 Yok A P 2 B AR SN A G

Li 5(2009) ok B 5 [ (1) S s MR 11 G
F bk 81278 ZB 15 (MAT-1)4> B 3 T i 5L A
AvrPiz-t; JLAE/KFGAN LN HERIAR ik T Piz-t
A FPTtE. Wl e BRI Bk 81278 ZB 15
L HFk Guy11 1) AvrPiz—t KPR (I gmi [X ANTEAE 2
S5 10 GUY1L H AvrPiz-t J3 5 1 X 3 A7 46— Pot3
FEPET IR 2T HERITPAU (5 TAI) ML i . 1%
JET-K %N 1861 bp, AT 2 AMEE AR UG T T4
(ITR)A! 1 4~ ORF, HJ¥%|5 AvrPita £ £iff) Pot3
BEPE T 99% AL . B2 25 Pot3 Al H ¥4 )5, GUY11
t AvrPiz—t A 81 /741 5 81278 ZB 15 AfHlAl. A&
FFBRAT T (000 B I R IA SR IR I, AvrPiz—t JE[A]
RERGANHIA A i P T2 2R 1 BAX 314l
MuFE P LT (PCD), 1X 3K B AvrPiz-t S R i b 21
Joa Pk BT AL T 1T o

Yoshida %% (2009 ok Jk DA 41 5 16 70 Bt A kA

1110

I PR MR B e 2T 3ASE o EE
A AvrPia. AvrPii. AvrPikikm/kp, ‘EAT143 il 4iid
KR 85, 70 Al 113 MK AR EN, HiX
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