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P B Y. (Hypersensitive response, HR) KA 575 AHEMT L4 B R RAFTEETEPU AN . &5 1R,
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3 ANRUR T B 8 SRR HIT349-3 Hidi it o8 .
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Abstract: To accelerate the mining of potato germplasm with late blight resistance, the effectoromics
strategy was used in this study. Sixty eight Phytophthora infestans RXLR effector genes that up-regulated
early during infection stage were selected for recognition assay. These effector genes were cloned into the
plant expression vector pGR106 and transiently expressed in leaves of 55 potato genotypes using toothpick
inoculation with Agrobacterium cultures. Ten RXLR effector genes, including Pi23008 (an AVR2 family
number), RD39 (AVRbIb2), RD2 (a cell death inducer), and other unknown function effector genes

(Pex147-2, PexRD8, PexRD49, PITG 10232, PITG 11484, PITG 07555 and PITG 22724), could

induce the hypersensitive response (HR) on leaves of a total of 10 potato genotypes, suggesting that these
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potato materials potentially carry R genes corresponding to particular effectors. In addition, the potato
material [IVP196-2 that could recognize 6 RXLR effectors, showed a higher level of late-blight resistance
when compared to HIT349-3, which could only recognize 3 effectors.

Keywords: potato; Phytophthora infestans; effector; hypersensitive response; avirulence gene

MR e LR E (Solanum tuberosum L.) 2= g B e FEMERWIE, 75w AE 2ak D% )
A G, 2012). WP (Phytophthora infestans) 1724 S8 E il e, S B 5
WS g4 225 K] 1) 2 = 40 J P 23 Wb — M8 LA AR R 8 AL Sl P 2 R A BP0 77 32 S0 R4, SR 4 (Kling
etal., 2014; Zhengetal., 2014; Boevink etal., 2016; Yangetal., 2016). XLEHphkEE Ik 148
RO BTN B T, Blan RXLR 2REEE M (Kamoun, 2006). H Al AR IE 1 1 72 955 B 0 15 5 4]
(Avirulence gene, AVR) ¥JJ&T- RXLR KN FHEH, 41 AVRI (van der Lee etal., 2001), AVR2
(Saunders et al., 2012), AVR3a ( Armstrong et al., 2005), AVR3b (Lietal., 2011), AVR4 (van Poppel
etal., 2008), AVRbIb1 (Vleeshouwers etal., 2008), AVRbIb2 (Ohetal., 2009) & AVRvntl.1 (Pel,
20100 5. 4 AVR SEEREANF EME, 2330600 IR AH G2 182 (Pathogen-Associated Molecular
Patterns, PAMPs) R HI5 3 [ . (PAMP-triggered immunity, PTID). #R1M0 24925 40 A &5 AH DY
NB-LRR ZEHUiSE RN, el (500 & SR U IX 8 AVR S, P2 AR 808 30Kk e IOV,
(Effector-triggered immunity, ETD. H Fii 47 v b 2 1) 588 ZHime e i 5K (Resistance gene to P
infestans, Rpi) ¥JJET NB-LRR FKHUIiHL Kl . Rpi gt dx (1 ik 150 e % 955 7 - RXLR 28 AVR 2 [
PR )N Chypersensitive response, HRD, [RIHUA S5 N2 N, AT AT B % 2= AR o 1
(Hein etal., 2009; Franceschetti etal., 2017). Plitk, B b a] DR H R0 +5 HUi 55 KR R
S R E TR LR A S AR DU AL (Vieeshouwers & Oliver, 2014).

T A RIS R b ] e A 2 AN PUR IR, PO S E MR R A R PO AR R, T
HAEBR PR TR e BB DU SE R L OCH(E B . Vieeshouwers 55 (2008) I FH 2 W +-4H 2%
FEWE, K 54 AW B RXLR RN 176 10 NAS AL R Y B4 SEh L BT 0N A, T 2 4
LR B YR (Rpi-stol A1 Rpi-ptal), F45E W Rpi-bIbl X NN B TG FE R Dl PexRD6 .
Lee 55 (2014) WFFUARIL, BABCC W23 B (1) AE 2 =BTk nl fe A2 i T BRBOR B 2 AN 2% 7 RXLR
BN ORI e SOV T B, HAT, 0N 14157 S g8 M AP0 B A PR e Pk ik
e MR 95 TR G B R A ) T (Vleeshouwers & Oliver, 2014).

AHHFT R FH N 21 27 SR, K 68 MR B RXLR RN L RIAE 55 4 AR BE PR 2R 1) H5 %
AT T BRI R AT, DU I % n] R A W AR B i DR 1 T A% T R R ) S LR R ) g
& AVR JER, 4 JE BERNTT 1% 6 T % S0 YA B AH SCHIE 7T 85 58 S5tk o

QY ZE SRS DARF

1.1 #EY##

TYR TRl . BRI IR R AR B AL 55 4y (3R . o, MBI R1I~RI1 ASHKASE
BWF PP Solanum demissum AN U IE R ) 585 58 ) 25 EA0RL, AHRL 93002 ~ 93025 K [ Br H5 4%
LK R, AR R A M7 SRR E ARG BER R BT R E AR T R AT, W
TESH 4%EEM MS B IRRErh 295, £l K 30 d IPR RS £ T = 2R (20 cm x 20 cm)
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A, BeK. AR AR H A K AR AN F R BT LR 7 R T 82 93 BT RXILR R
T-I*) PVX-agroinfection 73T

A M (Nicotiana benthamiana) Fh-—- A H RV K 2% B8 E S0 S ARAT, P THEEAKEN .
BRI T 25 C, 16 h Jal/8 h BT FAK 28 ~35d, ARG HEAT AT B S g I s B A

R1 ATRAEFHHDRENR

Table 1 Potato materials used for PVX-agroinfection

Fih 4 ok TLES g [iES g [iES g

Species Material Species Material Species Material Species Material

S. tuberosum 93002 S. tuberosum R1 S. tuberosum % 0»% Zhuanxinwu  S. berthautii CW2-1
93003 R2 KV Daxiyang CT5-7
93004 R3 Congo CT5-8
93005 R4 Shepody S. bukasovii Buk512-3
93006 RS Pink Fir Apple S. hjertingii CTI11-1
93007 R6 ACRed Island HIT349-3
93009 R7 J101K27 S. raphanifolium CT19-4
93012 R8 AC029 S. sanctae-rosae CT22-8
93015 R9 S. demissum  DMS264-1 S. piurana PUR206-1
93018 R10 DMS364-2 S. acaule ssp. aemulans AEM669-4
93019 RI11 SD-27 S. acaule SA-27
93020 R4 552 Nanzhong 552 SD-14 S. chomatophilum CHM559-1
93022 74K 303 Dongnong 303 CT9-4 S. phureja IVP196-2
93025 VBT 4 5 Kexin 4 S. chacoense Cha

1.2 BRERE

W25 1 2E BN Rl 88069 (1.3.4.7) M HB09-14-2 (1.2.3.4.5.6.7.9.10.11) f4Er il K% 4%
B IS SARTT o B R B AR R ] B 55 3 (Vieeshouwers et al., 1999),
1.3 BRJEiRE RXLR M FEE . SREMHBER Rpi-hjtl.1 H95E & EH R AR

A Oh %5 (2009) F Raffaele 55 (20100 i, KEPEMLAEHTR 68 NH A RXLR 4544k, HTE
2% 48 h N EIRFRIERIBN ¥R (R 2) o FIH SignalP 4.0 3KAFZEAT(E S IKH 87 Chitp: //
www.cbs.dtu.dk/services/SignalP/) , FEAF 5 IKBI VIO mi 2 fa vk 2608 B RS 14, JRE B RES 1Y)

*2 ATRHEFRNKRERE RXLR XEFER
Table 2 Phytophthora infestans RXLR effector genes used for PVX-agroinfection

ity R I ity R I CCE i

No. Gene No. Gene No. Gene No. Gene No. Gene

1 PexRD?2 15 PexRD22 29 PITG 17063 43 PITG 07555 57 PITG 22798
2 PexRD3 16 PexRD24 30 PITG 06092 44 PITG 07558 58 PITG 22804
3 PexRD4 17 PexRD26 31 PITG 13093 45 PITG 07594 59 PITG 02860
4 PexRD6 18 PexRD27 32 PITG 06099 46 PITG 07597 60 PITG 05918
5 Pex147-2 19 PexRD28 33 PITG 04196 47 PITG 19617 61 PITG 22925
6 Pex147-3 20 PexRD31 34 PITG 09216 48 PITG 10654 62 PITG 01934
7 PexRDS 21 PexRD36 35 PITG 10232 49 PITG 16663 63 PITG 14962
8 PexRDI10 22 PexRD39 36 PITG 16275 50 PITG 18683 64 PITG 14983
9 PexRDI11 23 PexRD40 37 PITG 04314 51 PITG 22724 65 PITG 23008
10 PexRDI2 24 PexRD41 38 PITG 10396 52 PITG 12737 66 PITG 22758
11 PexRDI13 25 PexRD44 39 PITG 11484 53 PITG 05751 67 PITG 22870
12 PexRDI14 26 PexRD45 40 PITG 09496 54 PITG 15753 68 PITG 13936
13 PexRDI6 27 PexRD49 41 PITG_11507 55 PITG_00774

14 PexRD21 28 PexRD50 42 PITG 07550 56 PITG 21778
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5" Uigdl AAH G U)A 8o BN B HBO09-14-2 JEK 4] DNA $2H(Z B DNA #H0AR& ( Lifg
AT BAEU . DA AR 2] DNA B, SR pfu R4 PCR 719 68 1~ RXLR
BN FRER . PCR YA I, &8 ik, WFHTAIER )G, mAWERE T SR E
PVX Ji B AR R L 24k pGR106 1, K54 £ I 442 N RATF I GV3101 HH T agroinfection 7347

PL NCBI A i th 4% 2 505 5] Rpi-hjitl. 1 (GenBank: GU563971) 4111514 (F: ATGGCTGA
TGCCTTTCTATCAT; R: TCACAACATATAATTCCGCTTC) , VA% 45kl HIT349-3 ff] cDNA
MR, R m ORI pfu BABEEAT PCR 3%, 152 Rpi-hjel. 1 5L, WFRHE DA Rpi-hjtl. 1
SN FES 584 M . pRIL01-Rpi-hjtl. 1 F4H JFoki ke i i fm) |

14 ETRFETZEFRNERBGNRIEDH

KM Du 58 (2014) (MBI . U B HLIR A 3 1 5 4% 2 24T PVX-agroinfection 73
Bro K5 RXLR RN FIE RAT I AE LB PR 779 LGk, 28 CHiFR 2 do BEBUR TR 1
mL LBy AR 775 (4 50 pg- L' Kan 125 pg - L' Rif) o1, 28 °C, 200 min" ¥k, HHE
ODgoo fHZI 4 1.0, HL 500 pL FWIRATLE LB [EAE 755 (% Kan #1 Rif) |, 28 CRAR:FR. ¥
LB [ AR 7R EIRAAKAE T 1.5 mL B8, HICH I SR> SR M B o f) SR i e
pGR106-GFP iy B PEXT I, pGR106-CRN2 A BHIEXS i (CRN2 KIARENS 51 75l 5 R AE A AET ).
BN, R T A o Rl 2 RR IR SRR R S8 8, 0K 3 i e, B IR 3 AT,
AW EE 3R, b SA AR 68 NN TAE 55 R AR IR 201 960 4
(68 x 55 x 54), 7R 14 d JaWEE, v ar5IAE FARGRIER MG R, G SR 2 ) 250k A= FBH P x)
FEAHIRI R A, R ) R AR I MR A BRI T, B Jia G v AN R 1 2 ) i 2 Lo i v 4 e o
TZME R DAL PIBHZ RN £ DA kL L3Ok HR (Fse e, R ¢ W50 & .

L5 ETRIFEES ARG RIED T

KH Wang %5 (2014) RIFFUTE . B 5 MR BN 1 2L PITG 23008 FEY#2 S HTw Ak
Rpi-hjtl 1 WARATEALE LB “FHUI%FR5E 5L, 28 ‘CHEF% 2 do PR TEHEREAN 1 mL LB W47
B (& 50 pg- L Kan 125 pg - L' Rif), 28 °C, 200r- min", ¥ A . B 500 pL BN 5 mL
SAHNHUEZ YEB BRI, Y500 0.5 pL f#) 200 umol - L™ Z8E T 75 ( Acetosyringone, AS), 28 °C,
200t - min™, J IR A 4 000 r - min™ B0y 10 min, WAERAT BITIE, I A MMA buffer(10 pmol - L™
MES, 10 umol - L™ MgCl,, 200 umol - L' AS, pH5.6), MR FF B RIFI T ODgoo (HZI N 0.4,
JE K PR ARAT H B RS AR S, SIREE 2h 5, W1 mL EE SIS S DU SORES R (BE AR
1em A4 EAHHE N 5 Byt . GFP S BIVEXT . 5d 5 M%< HR £ 7Y,

1.6 HRIEfsEEM RmERER ST

Z: I Vieeshouwers 55 (1999) [T 51k W e 95 b AE H /Nl 88069 1 HB09-14-2 (14 1%
WAL 5 < 10* A -mL", 4 CNKRE 2~3h )5, HTHR. KB A8k oy 5 hh o 44 2
BEL ‘Désirée’ (AEHURIER, HEGR D, HIT349-3 FI IVP196-2. &M AT LI NH 3 ~5 &
L B ] TR e, AN B PRI SRR 10 pL fE TR, ORI R, R
HIE 95% /AT, WhE 20 CAAi. Be)a 5d, Bt v ar BiAE FARGRIRAMDE NI, FAR R~
BB RIS, RPEHR= 14 x mx K x 5%, FIH ¢ W42 5 8.
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2 HiIR 5

2.1 SDREFEENFERZRIEETEERGFIE

CURTE K T 42 8 Rpi ke DR 359 52 38 3k L 4 5 (1) 05 A 11 U R 8 003 B b 2 47 RXILR 25 ) o
HEAWRIURIIGE . b T 12305 A R DUR L D ) B2 R, PRk I T 68 /M2 i RXLR
BN BRI R IR AR, 43 0AE 55 A AR PR AL 5 2 kL 354 T PV X-agroinfection 43#7, 45K 3%K
WIF7 10 > RXLR 240 FRERSAE 10 4 S EAP RN v L0k HR R, TURIZ LS D8 AR A7 AT
TWLE Rpi FEIR (R 3). 1 4 4 LR E AL (DMS264-1. DMS364-2. PUR206-1 il SD-27) LI
A ALY AR L HR KA. W1 PexRD2 MIZERR ik 4 43 A0k LAAR A IR T 44 AR 13y
Wk HR KA,

R3 BEHRHBETFREABRDHENR
Table 3 HR-inducible RXLR effectors and their responding potato materials

RONT LB =k} Potato material

Effector R1 R2 RS R7 Cha AC029 HIJT349-3 1VP196-2 SDI14  J101K27
GFP (B PEXT 1 Negative control) - - - _ _ _ -
CRN2 (BHH:%) # Positive control) — —
PexRD2

Pex147-2 -
PexRD8 -
PexRD39

PexRD49 -
PITG_23008 -
PITG 10232 -
PITG_11484 -
PITG_07555 -
PITG 22724 -

F+ 4+ ++
I+ +
I+ +

[ N e

|
|
|
|
[ N R
rr+ 4+ + 4+ + A+
+

[ R |
[
[
[
[
+ 1

VE: + ORI HR R - B8 HR R

Note: +represents HR, - represents no HR.

2.2 EREFAE RXLR M FiRA 5SS RERFES T

H T RE D ARG B RXLR N~ FIPoivE 2 R OC 2R, $E HIT349-3 F IVP196-2
A R E A RLEAT PVX-agroinfection AU HEVFOT . 45 H 8B, W0 B A4S 1 PexRD2.
PITG 23008 Fl PITG 22724 Hefig i L4 %8 HIT349-3 RNl A 130k 5 Bt 8 CRN2 AH IR )40
FIBET: (B 1, AD, KA BAET 1R 28 il i 90% LA b (P& 1, € MR B3 B RXW. - PexRD2 PexRD39,
PexRD49. Pex147-2. PITG_10232 Fil PITG_11484 fgfi5 76 3 IVP196-2 Ak} 28 ] 5 30k 41 i ot
T2, KAMMBET I 2 f] A 2] 80%LL | (1, B, D).

FH 2 ANEUF A (R W62 996 B8 A= /N 88069 (1.3.4.7) Hil HB09-14-2 (1.2.3.4.5.6.7.9.10.11)
b} S RPRE HIT349-3. TVP196-2 FUEOR XTI ‘Désirée” HHATHAN 4, 45 B 8 HIT349-3 Al
IVP196-2 X Wi 25 4 88069 R ILHLHE, A WIE HR £A 4L (B2, A, BN EER S d )5, #
B AR /N B, 908 B T RN T 06 FR (P < 0.01) (P 2, C) o 2 Fh I 28975 181 HB09-14-2 I, HIT349-3
FUX IR ‘Désirée” #ERIUEIGRER, A HBRARPRIEHE =4 (E 2, B), 5d GBS Gz

(K2, D)o MHHZA RXLR BN 11 44 5 IVP196-2 X I 16 HB09-14-2 K BLHUR, £

W HR R4 (2, B, Ml AR/ EE, RBEmF/N X (P < 0.01) (&2, D).
DA B2 SRR, RS PR B 22 02008 B0 1 1) S5 R S A K TVP196-2 e g itk ik T HIT349-3,
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R AEHREE I A Ee Al %

Percentage of sites showing

cell death

100 [ © s 2 7T D o
100 M
ok Aok
80 [ ok
80
60 60
40 © 40
20 20
R — 0
GFP CRN2 PexRD2 PITG 22724 GFP CRN2 PexRD2 PexRD49 PITG 10232
FRMEXTHR BEE X R PITG 23008 RR R Bk % R PexRD39 Pex147-2  PITG 11484
Negative Positive N Negative Positive N
control  control BB T Effector control  control BN Effector

1 BREREEFHRTE T EFREMD LB HIT349-3 F1 IVP196-2 it EiER HR REF LK
Fig. 1 HR phenotype and percentage in inoculation sites on the leaves of potato material HJT349-3 and
IVP196-2 trigged by Agrobacteria containing Phytophthora infestans effector genes

** P<0.01.

A Phytophthora infestans 88069 B Phytophthora infestans HB09-14-2

Désirée HIT349-3 IVP196-2 Désirée HIT349-3 IVP196-2
100  C 100 r p
£ 80 £ 80r
£y L
=z 60 g o
=R E-2 oL
= 8 "3
i< i<
P . e B 20t .
0 | [ - 0
Désirée  HIT349-3  IVP196-2 Désirée HIT349-3  IVP196-2

2 DHEME HIT349-3 F1 IVP196-2 SRR RE 88069 F1 HB09-14-2 R & AR EMHEHMER
Fig.2 Symptoms and disease lesion area on the leaves of the potato materials HJT349-3 and IVP196-2
after Phytophthora infestans 88069 and HB09-14-2 inoculation
** P<0.01.
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2.3 ERERBEA T PITG_23008 A]# D44 E % &= H Rpi-hjt1.1 iR 3|

FET RN Ik aE R, RIS ELEIL AVR2 KWK D1 PITG 23008 W] LA T4 2k k]
HIT349-3 iRk N, DI HEN 544 2 HIT349-3 B & Rpi-R2 RIYEHEA . i@k NCBI 2
AT Rpi-R2 [FIJEHEE DN Rpi-hjel 1 FE 9B 514, 76 S8 AR HIT349-3 th5i %432 1 A5 Rpi-hjtl. 1
FER 4 58 MR IE R o K545 Rpi-hjtl.1 F PITG 23008 F& DR RE 4 28 35 B AR 1R AT 1R 45 A FG AL
LRSI A, 45 5 SR Rpi-hjtl.1 af LURS PITG 23008, #% HR F£8 (J4 3)., £ W PITG 23008
1 S EAPRE HIT349-3 L5 A (3 SR W 2 T Rpi-hjtl. 1 5 H AU 51

H 486 Normal light S50 UV light

Ppi-hjtl.1

Rpi-hjt1.1+PITG_23008

3 AREMEEHEADRERFBER Rpi-hjtl. ] MGEHRENEFER Pi23008 BIRFEHES HR FE
Fig. 3 HR phenotype triggered by co-expression of potato resistance gene Rpi-hjtl.1 and Phytophthora infestans effector gene PITG 23008

using agro-infiltration in Nicotiana benthamiana leave

B A% I 50 1 5 X SE N A4S M A A (Haas et al., 2009), 0N 1O ZH T 5% %
Wi B AR ST . RXLR N A0 DAAES AR, Rpi JER ) B2 26 KL B HR OV
(Vleeshouwers et al., 2008; Oh et al., 2009), HEHHXFf HR 4 f LT R AUREAIE, 7T LUy Hh 4% 2
MBS AT NPT SR . AWFTIHRIE T 68 AN B 12 e i i LRIk RXLR BN 1
FEDR, lAE 55 M ASFIZE R R B S AR A kL EREAT T PVX-agroinfection 734t 45K, R
DMS264-1. DMS364-2, PUR206-1 fl SD-27 %5 4 M1 kLAk, RW§ PexRD2 fEH AU 44
Kl L#HES A HR 41 fsbT:, X—45 5 H AJiiE (Vieeshouwers etal., 2008; Ohetal., 2009) —
o HEM PexRD2 & — AT LATE b8 S I A T R AR B P SRR S O A BB T 30 7. PexRD39
SR A 11 Rpi-blb2 (L8 11 (AVRbIb2) (Ohetal., 2009). 4 8 ANAEME 7L R b B I
755 HR (3% F Pex147-2.PexRD8.PexRD49.PITG_10232.PITG_11484.PITG 07555.PITG 22724
I PITG_23008 ¥JoARIRIE 5 2 A IIHT0E H H  RE ARG e 1 — D X e R 2B 5 5 8
AN T N IPOR FE R, H Gl S EA R HIT349-3 (S, hjertingii) WY T PITG_ 23008
(K224, LLA BT K 1 Rpi-hjtl. 1 5248 1 PITG 23008 R HI SN, B UE T 38 0k 2808 1 R B S &
PR FE R VLA S . AR, BERE TN 6 ANMRBE T BN T 1 R AR TVP196-2
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W LR PUPE S T BE TR 3 AN 110 T8 AR HIT349-3. 1X — IR M0 UE L T AEME IR 2 ROV
TR EMEL (A 2/ Rpi BED MR HirE S an. BN REARIM A (Kimetal., 2012).

PVX-agroinfection 73 #7 /7 /E HE VLA PVX i BEFE ) RIS FARFIARA BRIAZ S (5 Ak E, B LUA
PIM R PVX 955 85 A AR AT B I RBU E J2 $120 PV X-agroinfection 43 HTHERMYE . FUASLAL IR K IR 2%
LRSS PVX R BEPUIEI T R R — R B N, P EU& g PVX 6 B o A7) 2 I 40 i
WIS RGINIC; Ty — PPt irt, P allg g PVX 5 5 A S B L £ AR L (Du et al.,
2014). AW, LA EA R, i1 DMS264-1. DMS364-2. PUR206-1 Fl1 SD-27 % il G
fEfT HR KA, HENXLER RIS PVX Wi RILPUTE. Bk, JET PVX i B 4044 Ik I Rk 1)
PVX-agroinfection 7341 R G A FEI MG o 346, A — L8 LR ZAPRDN RAT AR BUZ, oy
HHARM B G ST ME ML TR A, X R AE S RITFERIEAEA . T RAHCH IR,
LGRS AR, S0 & PV X-agroinfection FRIFAR}, SRS FFREAT 40 S0 LLAEWT I

AHIFFE R FH 20 7R 550 SR 3% 10 > RXLR RN T AERE7E 10 43S /) 3[R B 1 4% 2008 YA k)
iR HR, FioRiXSep kit S e DR IR o AHIEFT 2R T RN 7 VR 50 & B Hod g s i — A
an 22K, KA UG S B0 HE DR T Jig T 4% B 5 W 5 A1 23 HLAR B Bkl

References

Armstrong M R, Whisson S C, Pritchard L, Bos J I, Venter E, Avrova A O, Rehmany A P, Bohme U, Brooks K, Cherevach I, Hamlin
N, White B, Fraser A, Lord A, Quail M A, Churcher C, Hall N, Berriman M, Huang S, Kamoun S, Beynon J L, Birch P R. 2005.
An ancestral oomycete locus contains late blight avirulence gene Avr3a, encoding a protein that is recognized in the host cytoplasm.
Proceedings of the National Academy of Sciences of the United States of America, 102 (21): 7766 - 7771.

Boevink P C, Wang X, McLellan H, He Q, Naqvi S, Armstrong M R, Zhang W, Hein I, Gilroy E M, Tian Z, Birch P R. 2016. A
Phytophthora infestans RXLR effector targets plant PP1c isoforms that promote late blight disease. Nature Communications, 7: 10311.

Du J, Rietman H, Vleeshouwers V G. 2014. Agroinfiltration and PVX agroinfection in potato and Nicotiana benthamiana. Journal of Visualized
Experiments, 83: e50971.

Franceschetti M, Magbool A, Jiménez-Dalmaroni M J, Pennington H G, Kamoun S, Banfield M J. 2017. Effectors of filamentous plant
pathogens: commonalities amid diversity. Microbiology and Molecular Biology Reviews, 81 (2): e00066-16.

Haas BJ, Kamoun S, Zody M C, Jiang R H, Handsaker R E, Cano L M, Grabherr M, Kodira C D, Raffacle S, Torto-Alalibo T, Bozkurt T
O, Ah-Fong AM, Alvarado L, Anderson V L, Armstrong M R, Avrova A, Baxter L, BeynonJ, Boevink P C, Bollmann S R, BosJ
I, Bulone V, Cai G, Cakir C, Carrington J C, Chawner M, Conti L, Costanzo S, Ewan R, Fahlgren N, Fischbach M A, Fugelstad
J, Gilroy EM, Gnerre S, Green P J, Grenville-Briggs L J, Griffith J, Grinwald N J, Horn K, Horner N R, Hu C H, Huitema E,
Jeong D H, Jones AM, Jones ] D, Jones R W, Karlsson E K, Kunjeti S G, Lamour K, LiuZ, Ma L, Maclean D, Chibucos M C,
McDonald H, McWalters J, Meijer HJ, Morgan W, Morris PF, Munro C A, O'Neill K, Ospina-Giraldo M, Pinzoén A, Pritchard L,
Ramsahoye B, Ren Q, Restrepo S, Roy S, Sadanandom A, Savidor A, Schornack S, Schwartz D C, Schumann U D, Schwessinger
B, Seyer L, Sharpe T, Silvar C, Song J, Studholme D J, Sykes S, Thines M, van de Vondervoort P J, Phuntumart V, Wawra S,
Weide R, WinJ, Young C, ZhouS, Fry W, Meyers BC, van West P, RistainoJ, Govers F, Birch PR, Whisson S C, Judelson H S,
Nusbaum C. 2009. Genome sequence and analysis of the Irish potato famine pathogen Phytophthora infestans. Nature, 461 (7262): 393 - 398.

Hein I, Gilroy E M, Armstrong M R, Birch P R. 2009. The zig-zag-zig in oomycete-plant interactions. Molecular Plant Pathology, 10 (4): 547 - 562.

Kamoun S. 2006. A catalogue of the effector secretome of plant pathogenic oomycetes. Annual Review of Phytopathology, 44: 41 - 60.

Kim HJ, Lee HR, Jo K R, Mortazavian S M, Huigen D J, Evenhuis B, Kessel G, Visser R G, Jacobsen E, Vossen J H. 2012. Broad
spectrum late blight resistance in potato differential set plants MaR8 and MaR9 is conferred by multiple stacked R genes. Theoretical and

Applied Genetics, 124 (5): 923 - 935.



TR, HRAR.
WP 94 VRT3, - TR SRS A S 4 S T S DR S U
[ & 244, 2018, 45(7): 1305 -1313. 1313

King S R, McLellan H, Boevink P C, Armstrong M R, Bukharova T, Sukarta O, Win J, Kamoun S, Birch P R, Banfield M J. 2014.
Phytophthora infestans RXLR effector PexRD2 interacts with host MAPKKK epsilon to suppress plant immune signaling. The Plant Cell, 26
(3): 1345 -1359.

LeeHA, KimSY, OhSK, YeomSI, KimSB, KimMS, Kamoun S, Choi D. 2014. Multiple recognition of RXLR effectors is associated
with nonhost resistance of pepper against Phytophthora infestans. New Phytologist, 203 (3): 926 - 938.

Li G, Huang S, Guo X, LiY, Yang Y, Guo Z, Kuang H, Rietman H, Bergervoet M, Vleeshouwers V G, van der Vossen E A, Qu D,
Visser R G, Jacobsen E, Vossen J H. 2011. Cloning and characterization of R3b; members of the R3 superfamily of late blight resistance
genes show sequence and functional divergence. Molecular Plant-Microbe Interactions, 24 (10): 1132 - 1142.

Oh S K, Young C, Lee M, Oliva R, Bozkurt T O, Cano L M, WinJ, BosJ I, Liu HY, van Damme M, Morgan W, Choi D, Van der
Vossen E A, Vleeshouwers V G, Kamoun S. 2009. In planta expression screens of Phytophthora infestans RXLR effectors reveal diverse
phenotypes, including activation of the Solanum bulbocastanum disease resistance protein Rpi-blb2. The Plant Cell, 21 (9): 2928 - 2947.

Pel M A. 2010. Mapping, isolation and characterization of genes responsible for late blight resistance in potato[Ph. D. Dissertation]. Netherlands:
Wageningen University.

Raffaele S, WinJ, Cano L M, Kamoun S. 2010. Analyses of genome architecture and gene expression reveal novel candidate virulence factors in
the secretome of Phytophthora infestans. BMC Genomics, 11: 637.

Saunders D G, Breen S, WinJ, Schornack S, HeinI, Bozkurt T O, Champouret N, Vleeshouwers V G, Birch PR, Gilroy EM, Kamoun S.
2012. Host protein BSL1 associates with Phytophthora infestans RXLR effector AVR2 and the Solanum demissum immune receptor R2 to
mediate disease resistance. The Plant Cell, 24 (8): 3420 - 3434.

van der Lee T, Robold A, Testa A, van't Klooster ] W, Govers F. 2001. Mapping of avirulence genes in Phytophthora infestans with amplified
fragment. Genetics, 157 (3): 949 - 956.

van Poppel P M, Guo J, van de Vondervoort P J, Jung M W, Birch PR, Whisson S C, Govers F. 2008. The Phytophthora infestans avirulence gene
Avr4 encodes an RXLR-dEER effector. Molecular Plant-Microbe Interactions, 21 (11): 1460 - 1470.

Vleeshouwers V G, Dooijeweert W V, Keizer L C P, Sijpkes L, Govers F, Colon L T. 1999. A laboratory assay for Phytophthora infestans resistance
in various Solanum species reflects the field situation. European Journal of Plant Pathology, 105: 241 - 250.

Vleeshouwers V G, Rietman H, Krenek P, Champouret N, Young C, Oh S K, Wang M, Bouwmeester K, Vosman B, Visser R G,
Jacobsen E, Govers F, Kamoun S, Van der Vossen E A. 2008. Effector genomics accelerates discovery and functional profiling of potato
disease resistance and Phytophthora infestans avirulence genes. PLoS ONE, 3: e2875.

Vleeshouwers V G, Oliver R P. 2014. Effectors as tools in disease resistance breeding against biotrophic, hemibiotrophic, and necrotrophic plant
pathogens. Molecular Plant-Microbe Interactions, 27 (3): 196 - 206.

Wang H, Sun C, Jiang R, He Q, Yang Y, Tian Z, Tian Z, Xie C. 2014. The dihydrolipoyl acyltransferase gene BCE2 participates in basal
resistance against Phytophthora infestans in potato and Nicotiana benthamiana. Journal of Plant Physiology, 171 (11): 907 - 914.

Xie Cong-hua. 2012. The present situation and development of potato industry. Journal of Huazhong Agricultural University (Social Sciences
Edition) , 97: 1 -4. (in Chinese)

AR, 2012, S BLIR SR . el K2 2440 CRESRIZERRD » 97: 1-4.

Yang L, McLellan H, NaqviS, He Q, Boevink P C, Armstrong M, Giuliani LM, Zhang W, TianZ, ZhanJ, Gilroy E M, Birch P R. 2016.
Potato NPH3/RPT2-Like protein StNRL1, targeted by a Phytophthora infestans RXLR effector, is a susceptibility factor. Plant Physiology,
171 (1): 645 - 657.

Zheng X, McLellan H, Fraiture M, Liu X, Boevink P C, Gilroy EM, ChenY, Kandel K, Sessa G, Birch PR, Brunner F. 2014. Functionally
redundant RXLR effectors from Phytophthora infestans act at different steps to suppress early flg22-triggered immunity. PLoS Pathogens, 10
(4): ¢1004057.



