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Recent Advances on Genetics and Mapping of Resistance to Bacterial Spot
in Tomato

YANG Wen-cai

(Beijing Key Laboratory of Growth and Developmental Regulation for Protected Vegetable Crops; Department of
Vegetable Science, College of Agriculture and Biotechnology, China Agricultural University, Beijing 100193, China)

Abstract: Bacterial spot caused by Xanthomonas is a bacterial disease that severely affects tomato
production. In recent years, the rapid changes of the races in the pathogen of the disease, particularly the
spread of X. gardneri, facilitated the work on genetics of resistance, mapping of genes, and marker-assisted
breeding for resistance to the disease in tomato. To date, three genes and five QTLs conferring resistance
to race T3 as well as three QTLs for resistance to race T4 have been mapped, some of them have been
finely mapped, marker-assisted selection system has been established, and varieties with resistance to race
T4 have been developed. This paper will summarize these newest progresses, analyze the existing issues,
and discuss the promise of investigating the genetics of resistance to bacterial spot and its application to
tomato breeding. This will provide some information for breeding of resistance to bacterial spot in tomato.
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H LA 8 (Xanthomonas) 4 AMFl (X, euvesicatoria. X. vesicatoria, X. perforans Al X.
gardneri) IE IS (bacterial spot) &7 AL E—Fh Al iw VLT 5 (Stall etal., 2009). H4E
W R PR AE DT T LR RN T LK 0 5 AMEBINAE, T1 /MJE T X, euvesicatoria, T2 /Mg T
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X. vesicatoria, T3. T4 Fl TS5 /NEHIUERE T X. perforans; X. gardneri fc i fERgHrh L, WARG
ANFRRI 3 BIRFSE AR IE  (Jones et al., 2000, 2004, 2005). % 338 578 B MR B 440 N kA, W
J5 R P A YRR TR BB o — R L R R 20% ~ 43% 0 e, e RO R e FL K
I RT3 8 60% LA b ()™= EL a4t 77, P RS WA A5 1 7 B AL T (Cox, 1966; Lukyanenko, 1991;
Pernezny etal., 1996; Stall etal., 2009). H 20 T2l 40 FACLOK, H [E K2 Hth X A 200 5k A=
ARG CHE BRI 455, 1983; PMEAE 2%, 1991; T %= %%, 1997, Z4F 2%, 1997, ok 4,
2004, 2005; TALFERIGEE F, 2008; sKEER 2%, 2008). FpHl 2T 10 245k, AMTEEREIEH
FEARS 7 30 S0 R B T B Ve b, AT S N B e AR IO, O LR, AR,
I BEORVT R PG AR D e ik A, SR Ok R R S S L (PR 2%, 20055 #EEk 4,
2008; XA 25, 2008; FKAREZE 25, 20100, 0Fg e b e A i i ™ B b .

H A v TG A R 25 n AR A, RPN iR & & 5r A i it . 8 A AT
M 1942 AF A AT BTV I 2 AR IO 90 AR, AH B33 i i (0 B e IR S e (s 24
FRFIANFRD, A AA RO U R 2 B PSS (Scott et al., 2003; Yangetal., 2005; Hutton et
al., 2010a, 2010b; Sharmaetal., 2011; #h2x7% %, 2011b), RHALGE B iLME LR & B s,
R B 2T F A E A A=W (Hutton et al., 2010a). A4b, W LN FBIFEE
A A [R) PRI S 7 D B T SRRSO i 0 5 DR 110 o R 2 3 5008 S iR ELAE T TH D TP T e
RNIFFETAE (Stall et al., 2009), RIUAE T At s () fitkisif SLEE T i, A0 T1 /AN )t
B N FERIBEAT T #1205 FE £ (Wang et al., 1994; Yuetal., 1995) , KJAFMHIEEIAE (SSH)
HARDE T 485 T3 NFHMEASEHIEE (Gibly etal., 2004; Balaji etal., 2007) , ¥ EAEK
PUPEJT T RN RIS . B 3 AR F BRI T SR BRI, AT R A 7 R R 5
SIS 0995 5 T 2 (AR AR AR K 22 5% (Potnis etal., 2011) , MBI E 50 B 4 ANk s v K BST ~
BS4, 433l 5 BABE i 9 L B /NPl PL ~ P4 HAE (Stall et al., 2009), FFAZif) “ LR IR
HAERG, AR OAMFARER, X 4 MEFRTETRMN T IHA RS IIERPirE, H2 A e
() BS4 HED s Lokt B i (Stall et al., 2009; Kim et al., 2010a). K, R AM1ER
HIERPUIE B AL« FERDE A bR L i B B B R AR T & TV 2 T4, WS TR g .
AL BRI 5 AT B, P B S %

1 I TR AR /NP AR AR & 5

BRI I B 11 /N 2 A AR A G O R FH BT A R T 00 B 0 0 T AR o A A 95 s
B/NFIIRI 306 T 20 AL 80 AFARK, MWIRIWF AL, i B FiA Rl Hawaii 7998 X 3% [ f# % HLik
(Florida) MM 1 BB BA BUlE, ARG EL PG (005 I B A ok, DRLITRE ke 19 o 20 LAk R B2 1 ) Ry
R N4 T1 A T2 /M (Stall et al., 2009). K11 Fl 5 IE BT Ko HiER R PP & 3
FME SRR, AR BRI AR 4K R T T3 (Jones etal, 1995). T4 F1 T5 /Ml (Jones et al., 2005)
IR R, JaAN/INBrSEBR FJg T3 /P2 T e a6 avrXva3 1978 bk, BRI eSS v ik Xv3 ZE I
pitk.

e S8 S R IR AR G b+ A%, R — AN 2 AP N IR IR G AR s, 1T B
NP AR AR R F TP AR R e R AR R, B R AE RN A IR X, gardneri B CU7E JLARHH H
R, T H AT AR TRE 2Pt X, gardneri (R AIA KL, 10687 A AL 7S T T IR R . S EIAE 1989 42 i
A T/, AEZEBEJS I 13 S5 (1990—2002 45D /NP 22 5 4y, AR#BVIFItB N T1 %45 % T4
(Hutton et al., 2010a, 2010b). T4k, X. gardneri FirfE3EE HIL (Kim et al., 2010b; Ma et al.,
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2011), 45 52 [l 25 Ay i o JR B AL HE T HTa S0 4 ANFRORT S AN/ NRP BRIER T A5 1) X. gardneri
MBI T B A, anfEMR P W X, vesicatoria U5 L2 B AR K 43.9% (Kornev et al., 2009) , fij
RORAIEGH LT T1 A T2 P54/l (Zaccardelli et al., 2011) o 2010 4E, I Ho i X & Ak
PIEW T IRIRIE T T1 /M (Hamza et al., 2010a). E[1EFEPERIHOX [0 Sk in i in . 2875 /R RIED
BHSRITAE JEEAT 4 ADMFP 3 ARl BT POy 3, o Bk in i T2 Arwibk, B et
S A7HE T1 RT3 /NP & X. gardneri (IBRE, 53 3 ANEZKNA T1 AN T3 AN E R (Hamza
et al., 2010b). HFEHZXET, BRT CLMWIER 4 NRLIAL, B0 Refidr— N5 HAb R EHE N fyuA
IAZ L R FE 41 EARAPE SR A B Al (Mbega et al., 2012), dEIERF 11 AN 23 ANF b AL AR P S 2 5
FI1 81 ANBERRII T I, EVEA 4 AR 3 AN/, o T3 /NERRT X, gardneri 7 90%7r 47 (Pereira
etal., 2011; Costaetal,, 2012) . W KZEHEFHA T1 ~ T3 M, AAEARREFLH NG
PR, GnERFELL T2 /MRl 35 (Kavitha & Umesha, 2007) , & E A E G985 556 LA T1 A T2 /)
B, (HEEHHEELT T3 NFr, W H S A AN (Myung et al., 2009; Lueetal., 2010) . @il
XEAER v, 5. =rd HrEssEab I e 19 NMEARI O TVIb i, EAEAE T1 RT3 /M,
PL T3 ARANRE CPMEAE 2%, 1999), ANHITMAFFE R, B T1 F T3 Shnl il A e Hofh N b
IR 55, 2008). J54b, R, Faiemimifed &, il — 8 o alith X 3 A BB
(993 3, Wik K (Tawfik etal., 2009) « YHEBTHIA (Ibrahim & Al-Saleh, 2011). JE#1/K (Lamichhane
et al., 2010) ZE#EE ARIE THEMRE B HHULTT WL, 2 ARG i doe s I e AR A5 B3 N AE AN ) (A B R
AAF RN, XA BT VA 1 TN T

2 PuikisfE ot AL /QTL w2 fir

FARTE AR HUE AL 8 ) TAE &I T3 20 4, (HXSHuik e sl QTL SEAT A5 #A & AL
M LR . nRTTH pTIA, U JLAE T3 A1 T4 A PEAINRl, DRI 3 BEAF 5T T AESR P E T A
Rl KA 20 AT AL PR /QTL €47 . A 2009 4F Robbins 25 (2009) 1 XFRIEHT T3 /NFPEER Rx4 4]
WEALR S, NMTCEENL T 3 /NP T3 /ANFIIER S AT T3 /NP QTL #1 3 /Mt T4 /NP QTL

(£ 1, ISR QTL BT TRl e fr, @2 ThRiciiBERPR R, FHL TP T4 /NI
AT

2.1 41 T3 /hFhigfE o FnE E E 4L

23 JUAEI R4 5E . Scott 25 (1995) T 1995 4EFHE S T HT T3 ANFIIZE aiA4 k], B 5%
i (S. pimpinellifolium) #4 %} PI 126932 A1 PI 128216 X & F#4k} Hawaii 7981 %} T3 /N g A i i
N XA AT, TR T (S. lycopersicum var. cerasiforme) #1KL PI 114490, BSIEZ Skt Rl PI
340905-S M AR5 ik Rl PT 126428 F1 PI 155372 A Halfitt. HIEXZ A 10 Z4EH, CRH
28 BLIBE T 50T VAN B FA R Hawaii 7981 BIPTHEEALIEAT T 4007, AN T3 /N e U W e
TR RIEIR] Xv3 #Ei (Scott et al., 1996) , XS T3 /NI H AT Xv3 fe 22 ML pei 35761
(Scottetal., 2001) o A T g Xv3 fEGtafk AL E, Wang 55 (2011) ¥ Hawaii 7981 735l 5 %
AN S PP OH 88119 Il OH 7870 Z¥AC A T WA Fay 20 B FEAR, D6 IX AN BEAR (1) AN B ik B4 T
RS NIRRT, AE P AR b AT S S N RIS FL AT T WO N (A AR B L T 301, FRIR
EBH Hawaii 7981 X T3 /NP ik B0 W A2 b S 1k SRS DR ol 1 o [0 o 20 3l K3t P4 237 A 2 7 B
BT, B X3 BRI 11 55 A K b cLEC-24-C3 Frid L (K D.
K &8 st A% T FUR B, PT 114490 X T3 /NP ) H R0 22 /0 ol on) 2 PR 95l (Sceott et all.,
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2003). A THERGEE PI 114490 T T3 /AMAPIIEREL, M4 (2011b) X LA PI 114490 4 {441
A 166 AR EAZ A FEAREAT T HUHE P ASE R L 30, I PI 114490 % T3 /Ml dii: 2>
i 4 AMIEPIEEE], X 4 A QTL 2 WA T 1. 3. 8 Al 11 S4efatk b (% 1), LR T 85.5%M (%
A, AP T 1 S Yk L QTL #2440 T ik 56.5% M Pith. R R BLEEH 1. 3. 8 Fl 11 53
ok b PI 114490 P S5 B8 PR A IR I HhE, G547 11 5444k F PI 114490 Py 457 &
LA RN A TR S5, PRI HEDIX 2% QTL 2 W) w] BEA7EAE HAE G R .

F1 ESHEEEHEEMBMHBEER T3 # T4 EEED OTL BEEHH S FiRid
Table 1 Molecular markers tightly linked to genes or QTLs for resistance to races of T3 and T4 of bacterial spot in
tomato identified in the last five years

- | Bl a1 24 IF
e sgerL TR g e PR S 53 2% ik
Race Gene/QTL . Chromosome Marker Primer sequence Reference
line type
T3  Xv3 Hawaii 7981 11 cLEC-24-C3  SNP F: CAGACTGGAGAGTCAAAGGT Wang etal., 2011
R: CCTTGCTGATAATCTGCAAGTTGTTAA
Rx4 PI 128216 11 peel2 InDel F: TCCACATCAAATGCGTTTCT Peietal., 2012
R: TTCCAATCCTTTCCATTTCG
RXiasso LA 1589 11 pecl2 InDel F: TCCACATCAAATGCGTTTCT INVRE 45, 2011a
R: TTCCAATCCTTTCCATTTCG
QTL PI 114490 1 LEOH106 SNP F: AGGGAGAAATTTGACATACGG IEZE 4, 2011b
R: GGACCAACAGCAAATACAAAA
1 LEVCOHI1 SNP F: CAACCATGTTAGATGTGCCAGT T 5E, 2011b
R: TAAGAGAGGGGAATGGTGATGT
QTL PI 114490 3 LEOH124 InDel F: CCGTCTCCTTCTCCCTCTTT INEZE AE, 20110
R: CTGGCTGGTGTCTTCTCCAT
QTL Ohio 9242 8 SSR63 SSR F: CCACAAACAATTCCATCTCA INVRE 4, 2011b
R: GCTTCCGCCATACTGATACG
QTL PI 114490/ 11 SL10737i InDel F: CCCACTCCTGGGACTCAAATC ISZE 4, 2011b
Fla. 7600 R: TGGACCCACAGGTAATGAGG
11 TOM144 SSR F: CTGTTTACTTCAAGAAGGCTG INVRE 4, 2011b
R: ACTTTAACTTTATTATTGCGACG
QTL LA 716 6 06060670 CAP F: CACCGGACACGAAGTATAAGACA Sharlach et al., 2013
R: CCAAACCACCAACCCAAA
T4 QTL Fla. 8517 3 SL.20037 SNP F: GGGAGCAGTGTGGCTATTGT Hutton et al., 2010b
(PI 114490) R: GGCTTGTTTGTTAAGCCCTTC
3 SL10736 SNP F: TCGTAATGCAATGGCTCATC Hutton et al., 2010b
R: AGACCAGATCCAGGAGGGA
3 C2_Atlg02140 CAP F: TCCGTTATGCTAACAATTCCAAC Hutton et al., 2010b
R: TGTGTTCATTTCCCATCACAATCTC
3 C2_At5g62390 CAP F: TGCTACTAACTGTTGATGCCATTGAG Hutton etal., 2010b
R: TTGGGGGTCGATAACATCAAGC
QTL Fla. 8517 11 C2_At1g30825 CAP F: ATGTGACCGTCATATTTCCTATGAG  Hutton etal., 2010b
(PI 114490/ R: AGGGGGCATTATAAGTCCAGCAG
Hawaii 7998)
11 SL20181 SNP F: TCGACTATGCCATTTGCTTG Hutton et al., 2010b
R: TTCAGGTGCAGTAGAAAGCTCA
11 C2_At3g54470 CAP F: AAGAGTTCAACTATTGCATCCAAGG Hutton etal., 2010b
AGTAACAT
R: CAAAATGGTCCAGAACCCATA
QTL Fla. 7600/ 12 SSR20 SSR F: GAGGACGACAACAACAACGA Hutton et al., 2010b
Ohio 9242 R: GACATGCCACTTAGATCCACAA
QTL Fla. 8326 11 TOM144 SSR F: CTGTTTACTTCAAGAAGGCTG Hutton et al., 2010b
(PI 114490/ R: ACTTTAACTTTATTATTGCGACG
Hawaii 7998)
11 TOM196 SSR F: CCTCCAAATCCCAAAACTCT Hutton et al., 2010b
R: TGTTTCATCCACTATCACGA
11 SSR637 SSR F: AATGTAACAACGTGTCATGATTC Hutton et al., 2010b
R: AAGTCACAAACTAAGTTAGGG
11 LEOH57 CAP F: TGGTCAACAGATGGTGAAGAA Hutton et al., 2010b
R: GGATCCCATGCCAATGAATA
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HH T A Pib Kl Hawaii 7981 X T3 /NP IPTHE AT ek H TEFAERD OO 55, 2007), 1 BT
TERNFIPUIEARL R 2 W S 0, DAL OO0 T SR oa b e e A AT Pk AR o AT B R TAE B R
A HLA X L6448 . Robbins 55 (2009) B REST T BESEA AIAEE PL 128216 X T3 /N )ik U
R B O, DO Y d A — B AR Rxd 2240, IREHERL S 11 S5k 110 22.1 cM X
A . Pei 2% (2012) SKHIEOH SR OH 88119 55 PI 128216 ZRATFRAG1 Fy 4> B BEARXT Rxd FE[RI33E4T
TREAE T, FZIE R e AL B 11 S YAk B 0.9 cM (451 kb) X3P, R R 41741
5 BRAS T R IR LR, JERIEPUEIR A EL Rx4 A7 5 DNA JP 52 53k 5| T stk Aok
[TiE, YIPHAL T Rxd JER B FARCiBIERAA R, NdBEixIE R BRI T
Fric Al Bh Ik Re B T A A

B ST A R LA1589 TUpk) vz Hi H] T 22 Pt AL A U e B B i i g, R B B a4 A I L)
A TE T3 NP EA O A P VA ZESE (2011a) BB Super Sioux 5
LA 1589 2848, JFINARERTS Fo 70 BOREAR, Sk 20 M i A b AT 3 S I A AN HAT 1o 80 5 7 SR B
ILEBIARIL, LA 1589 % T3 /N1l B AR A i — AN A SE R P 6, 20 T 11 5 4ok
I Rxd JERIHT . B TR AR DN, HBAA AT SR RIS, T AT I IR AN B A LA 1589 JiT#f
WHIPIHERE B2 40 RXiasse) 5 Rxd & S5 JE DR I A2t ] — G i A DX A8 R AN [) B 1A

HEIF] (S, pennellid FEaiAEL LA 716 X1 T3 /NP AT I SR N R0 ()Tt 84 20 i S R
A X4, FEE S Fhrid e 3] 3 Sk b (Astua-Monge et al., 2000), {HGZEF7—EHA
AER U IL I 07 . BB T 2ok, LA 716 XF T3 /ANFHTIE i — AN TR 5099 s s TR A0 85
XopJd4 M7 sl RXopdd #54il], AL sl T 6 5 5 tafk 1K) 190 kb [X [A] (Sharlach etal., 2013).

R LA AT R, T LR T3 AN RA PRI ARG A R —2pPRbRT T3
/NP5 D A B A e B s N S TR s AR et R A AN e Aotk 52 B DR R 43 RE DR 4
il 53— FAPRHUTE (R0 A s B et , (R B U= Y, ik sz 2 5Ly R R H
X T3 ANFRIPUHER BRI, B8N A% T RZA RN P

22 WTANMEESF. QTL ELMFHAMIEE

B T4 /NPl 26 B L8R, %0 BLIK K52 0d 282 2 11 Jay Scott 058/ INLAE 1% /)
BB B AL A B RO TR TR Z B TAE. LRI E ST A RIS F I 7 V5 & R e B A L AR
AT Z AP E, ARG B A RO PUHRGL, SRAFPUER L, 10X T4 Uik skHr ik 278
BRI R AT, AR E ARG E R ORI, 45 R T I SL R B QTL 1R nT ek U,
ARG R FhRac i A AR B RLE T FE R LAy, s A PUPE SERI B QTL . 3X Al LUK
BHEWFTT. FER L QTL @ A A Rl Gl R IEAT, AR T PO SR .

Fla.8233 /& 55— M RIS T4 /NP A 2l SPuiEm f b, b5 K30 Fla.8326 X T4 /Nl
AP, ARYE R AT P AT ek BT PI 114490, 11 )5 & AP0 AT ALK B T BS 5%
PI 126932, T J& Scott 25 (2006) {45 PI 114490, PI 128216 Al PI 126932 7£ N 16 A BIE4T T
Prik S, 45N P1 114490 F1 PI 128216 KI AU, 1M PI 126932 FH-AHL T4 /Nl FHJ N 241
4 Hawaii 7998 M % /b3K H T PI 128216, PI 126932 1 PI 114490 —# 2 — it Sk, Hpibk
BI4FF PI 114490 £ PI 128216, Fla.8233 Fll Fla.8326 mi)@ T-iXtettkl. HE— LT LEL L ER
I, Fla.8233. Fla.8326 F1 PI 114490 #SKIARLF HIPLlE, 53— ahAl Fla.8517 8- H A AN 5 A
RGeS, (BAE)E BT —M8%, 1 Hawaii 7998 JFAPUM, HHILHEDN Hawaii 7998 n] Gy 17 Pk 4%
LN, R U R R I HTPE SR . Hutton 25 (2010a) 4 Fla.8233. Fla.8326 Fll Fla.8517 43 i) 5 j&k
oAl Fla.7776 5% Fla.7946 2438 JFRIZE, M@ TS EAL Fiv Fou BCPy FI BCP, BEfA, XA
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AMEEAT T itk %5E, RAS ML E ST TRAMEH PSR Rr al, 2RI 3 Ak
XF T4 ANFRIHTHEER 2 BB, ANt — ARy, 1 H =3 A B 238 1) Py AR AP 3
HIUESEIL G, RIFIX 3 MRk o] BeAA 7RI [F) i ik B A7 A

N TR 3 AR T4 /NI A SRIE, Hutton 25 (2010b) 154K LA PI 114490 Ayl
B 166 D2 E AT AT BEARF ST T PL 114490 %F T4 PNApIFTIER L, JL%E3) 54 QTL, 4
AT 14 34 10 R 11 S 4tk b, (HER 11 Stk B QTL vtk T 29.4%HIPiiksh, Hapjia
& ERPUE DTG (2.8% ~ 6.3%). BHJG, ABATTRH A T A2RE AR 269 A2 & brid 754
T Fla.8233. Fla.8326 Fl Fla.8517 iX 3 /™5 Hoek W it 44 PT 114490, PI 128216, PI 126932
oY% Hawaii 7998 A JEJi it P Fla.7776 Fl Fla.7946 2 [B][QFERIBYZH Bk, A IX 3 AN dh A i HTdE L A
Ko HUR Fla.8233 X% T4 /NF ARG MBLlE, (HEAA e 5w 2 5 HivE i W8t 7> vhrid. M
Fla.8517 F14%55E 2] 3 4~ QTL, P QTL 730k H T HUmit £l PI 114490 (1) 3 ‘54404, PI 114490 1Y
Hawaii 7998 #) 11 5444k, 55 3 > QTL HI2K H TS AN 12 54tk M Fla.8326 %
F 14 QTL, HAiMEk AT PI 114490 5 Hawaii 7998 (1) 11 S 404k (£ 1) , MIMIF 74 disk
EFTIIGE R, 3 AMNputEbb B B LR QTL. % T Fla.8233. Fla.8517 fl Fla.8326 #iH &£
PUHEM BB 50, eI RS AR APUE, FEER T E G TN AT .

23 Hit

bR T R RGFEE AR T3 T4 (PTHEAL, 384T —Sef T R i 0 2 R T A3t 4% 73 BT 1)
i . Ivanova 1 Bogatzevska (2007) Z30#7 T 13 ANEFABEIENS e Anye g I poit, A IUES S i
LA 121 FIH|FE 5 CGN 15531 X T1 Al T3 M EA P Souza 55 (2008) K FHXUANAAL () J51%453
BT T 6 I A& AR T A i T1 ~ T3 /NFPPTIE RN, A ILAEL UENF 157 %F T1 ~ T3 /N A
HYivE, UENF 158 XF T2 HAHutE, JFRHE Fi b SONAHEN, 5 T1 it imte, mx T3 1)
Prrk LR PE A 3 - Sharma 520114 Hawaii 7998 FI-HHi#4 Kl CRA-66 43 515 B #4 KL FT-5 F1 Solan
Vajr 283890158, Rt T AR A. Fiv Fuu BC M BC, 1) 6 AR AL 7 B BEAR, IR 3R T2 BEAT
pubkssse, iR SoR, VIO IRHR U A2 22 B DR, DAL 0 im0 e M 2k A e e v b A i
IYEH . Pontes 25 (2012) 5% 7 N L7&#i44k} Ohio 8245 Fl Heinz 9553 7EIL = HH & i 4 i1 PT
PE, RILP AR T2 T T3 ANF B R B — s butk, T T E M.

3 frAER LS R

T A3 B /N I B B R X, gardneri (BB AR AN E R R T IO PkR. BARIT
JUREMATED g A . FEDE AL 20 Fhmic il B B 55 7 T e 7 K& LA, Ml 7 B ik
J&, AR JUAS AR i e 1) ]

TG, TN S i B PR T SR o AT SR S AN A . BUAR SR TR D R S LN A
T TFJE T IRAN T AR, A 76 B B AT B P A 4 AN FIRR 6% 5 162 120 35 (2 WF TN 53 R Jones
2 (2000, 2004, 2005) (%€ ik, fEHZFET (Mbegaetal., 2012) FI[E (GREgM 25, 2008)
HWRILT 5 4 DPIA—ZUHE . Mbega 25 (2012) HIHE fyuA JE A AZ TR IR Y 51 22 S\l 3k BE T R
JEFHR, AN R A 715 PR P 1 22 S5 S 52 2 TR A B A (RO B A R A o X S TR R
THA, R RA BN A R, HETARIET . S3Ah, FEVEZ I SR L TR N,
XGNP AR IRIE 2 JER AT 1, B A I 22

Hh DO e S A O RIE R AP B, HARR ST . 1999 FEAMEAESE (19990 X [E 5 M
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AR 19 ANy BT A3 M G, O R EAFAE T1 A T3 BANRE, B T3 ARVl X g 5
PRI 5 AN b DR oA 0 BB AR 2 214 B vl [l S 4 0 Jir B8 20 A1 1R S Btk o, T HLBE A O 12 48, i
P9 995 JE BRI B I A R A R AE T ARG Y A4 R ST A A AT A e b R AR (R T R AE [ CR 4
PP g A 7 X BSOS BRI ATET G I, R X S TN B R S5 )

HLW, B ST G o 1244 1 R AT LSRR 4E R (Tel Aviv) KFAE 5T
AW R RS 5 2 Guido Sessa ZUFZ MM %KM SSH 45 725858 T 45 T3 /NP L EAR G (1 L K]
(Gibly et al., 2004; Balaji et al., 2007) , JF-7E MAPKKK & 20 F 4 G i) R4 LE 5 i P T
BOMENIIWESGT (Melech-Bonfil & Sessa, 2010, 2011) , {HH T4F F 8 E FHgH9T, AW
S ERY) A 5 TR, DR RT LR A RO s LB 5 5 TR SR AL T2 RS

W= DURB MRS, BORRAE 1942 FT MG T PUERM R IR IL, (AEIERSURAME T
BRI RIBUR SR, HUEEJ VRS, B E P HLIA KA Jay Scott BRI £ 4 I BIR AR,
LFARAT TR T4 /NRPEA > HUbER SRl (Hutton et al., 2010a, 2010b) o {HZHF7E4r~ Edb
PURMRE, L1390 J5U R RE 2 A AT, IF BLIRIREEGE, 0 3500 A 7 A Jse ™ 2 Jg

EEXTA B, [ By O TR R T T T G AR, RASEE ., BE. ZR2E, mg
FENFE IR B PMETE % T X 4 AN CAFPISERLUT 514387 (Potnis et al., 2011), KIL T HkUE
P95 99 L T 5 2 I 0 B ) 22 S, S BRI SRR, WO SR R R
PERUG 75 E BRI TR R, o H R RVNR G S R0 T . S oh, 1EE S RE Y
LR MR R 2SR PN N 20 0, A3 0FE T1 ~ T4 /MR sife . JER e
LRIy TR Gl Bk P B A T R TAE, A7 790 T1. T3 A T4 /MR R L QTL (Yang et al.
2005; Hutton etal., 2010a, 2010b; fh&% %%, 2011a, 2011b; Wangetal., 2011; Peietal., 2012;
Sharlach etal., 2013), #3727 T1. T3 Al T4 PMAEISr FFRic iz #8448 R (Yang & Francis, 2005;
JRIeRl 4%, 2009; Peietal., 2012), B T HL T4 /NFiI& A (Hutton et al., 2010a) FIFL T1 /N
IEFIFI R (Yang & Francis, 2005; SKBREL 45, 2009), BT iXEes% 3 #0 kT pisin bu ik & Fhie
BETBSARHE, A FISAT AT LURRHE A H R0 S A A AR RS S I A R RL, B E B R APUE
[ el
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