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Fruit Ripening-related Transcription Factors in Tomato

WANG Ying, KONG Jun-hua, CHEN Wei-wei, ZHOU Ting’, and LAI Tong-fei’

(Research Centre for Plant RNA Signaling, School of Life and Environmental Sciences, Hangzhou Normal University,
Hangzhou 310036, China)

Abstract: In this paper, the latest research progresses about ripening-related transcription factors
of Solanum lycopersicum Mill. acquiring from high-throughput sequencing, gene structure prediction,
mutant screening and comparative omics were reviewed. It will provide the theoretical underpinnings
for further illustrating the mechanism of transcriptional regulatory networks on tomato fruit
ripening.

Key words: Solanum lycopersicum; fruit ripening; transcription factors; regulation network

i (Solanum lycopersicum Mill.) #8577 & A, RIFEFEF L]/ (950 Mb), AEK AR (44
REIWAL 60 &, HEWEIT K SKEBAMYISE G R BB TN TR SR E
F RS AR R - IR E RIS KRR A B35 . S8 AR4A % (http: //zamir. sgn. cornell. edu/mutants/) .
R AL . EST %894 Chttp: //www. sgn. cornell. edu/), HBFIN RIEFRE EUE AR, It
A, 2012 H 5 H 58 a5 T hn 4 Sk 4R 41 7 1) 4381 (The Tomato Genome Consortium, 2012),
MR HHERD T 25 D e Jk R 41 2% I 1 ast AR 2290 o S SR R B 31K s AR ade A4 1 o 1 DA &L
AR BRAAL S PR B R, TR — RV DR I P IR AT R 3 e s A, DRI I 7 0 A O
B DR I D REBIT T A AL 24 U T AR R 2 — o Gl I AR 28 0, e im h 2/ A7 62
NI, R EE S AR RN, 0 BE A R RS A e L m LR AR
AT RIEEEEIREEN (Zhang et al., 2010). #RITIXLCH KN FHRIZHEE AN R R, £RS
AT 0 S A 2 S FLFE ML I R A, AR AT A 5 [ 035 8 0 2R S I PR AR
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LR EERGT B AR, HRE R & — RIVVER N P rERE, & doe R
SERIEAS . EPE. KURADTHL (Giovannoni, 2004). 1ZidFis2 WAERIAMEZ PR Z R, W54
YIRS IR K FVE RS o B A WP R AR T RS, R B R 40 gt
AERUEIE I 5 B T G R O B B s 52 AR T 105 5 1 s (B D O HTHET
AN 2R (Methionine), HAEMET BN ZA MR il (Adomet synthetase) fEH FHAb S - i
H 2% (S-adenosyl methionine, SAM); BlJG 75 1 - ZEEIA AL - 1 - 2R (1-aminocyclopropane-
1-carboxylic acid, ACC) & il (1-aminocyclopropane-1-carboxylic synthase, ACS) [FIf#EfL T 1k
B ACC; )5 1E ACC 4L (1-aminocyclopropane-1-carboxylic oxidase, ACO) [FJ/EH T TERL LM o

FEFEHSEH AL 2 /DAEERE 12 4~ ACS R 7 A~ ACO JE[H, Hrp LeACS2. LeACS4 il LeACO1
LET 0 S S s F i & S EEAEH (Yokotani et al., 2009; Klee & Giovannoni, 2011). i
H1E 7T S L5324k (Ethylene receptors, ETRs), H:H LeETR3/Nr, LeETR4 il LeETR6 =& ZLAE i R
SR, XA RS A BRI AL T N, RS SO R IER] s 78 ETRs R
Wi 4 AR 41 ) LeCTRs (Constitutive triple responses) ZXji%, HiHp LeCTR1 fE R s RIA &=
ey, TR RIECE I (Mitogen-activated protein kinase, MAPK) ZRIC s NV, 4 jn] i
F MUY EIN2 (Ethylene insensitive 2); EIN2 {7 T 2 P AL 10 25 (128 X, X TN
P EAT AR s BIN2 MR M A R I S AR IR 7 5K EILs (EIN3-like), 7 i
" LeEIL1 ~ 4 40, B8 U 2 4N Ot ZAH LR BL X ERFs (Ethylene response factors) [
JA 81X 3% EREs (Ethylene response element); ZJfiff 5 1% AR b4t ERFs 0%, FhiH 5 F
LeERFs (LeERF1 ~ 4, 3b) it 5 HARIER E 81 XK GCC-Box 4575 58 NS B S5 A F i
¢ (Cara & Giovannoni, 2008; Bapatetal., 2010; Gapperetal., 2013).

2 BESPRAER A AN R A2 SO B B B ) S ik

¥k K-¥ (Transcription factors) J&—HERES AL 5 v FUEREE Py ORB)F XD L —Ph4h
B AIMTARUE B IS DR LUK 3 (1) 58 70 5 PRI TR) 5 20 ) SR R B L o0, ik ) H ARG DR A 5%
AP, JEm A R AR 2EAT N . FER AR E Ml fEdr, /D AR 998 AN Tl
(KFEF N T, 208 62 MK, A aiFEHN 4l 34 727 NIRE A1) 2.87% (Zhang et al., 2010). i
LSRN . SEIN E B RT-PCR (Real-time RT-PCR) FIHE RIS F S8 R IR I, 2 IR ik ety
SR FAEF AR NL LR E NI EENEZER (B 2. AFmE IR FERS AR R
%{%), AP2-EREBP. AUX/IAA. GBP. bHLH. HB. ARF. LIM. SPB. HSF. FHA fl PBF-2-Like
8 11 AN SR N RIGERITE IR 78RS R 8 2 58 2 ) VBI3-VP1, MADS. C2H2,
CCAAT. HMG. G2-Like fll MYB-related &5 7 MM s R KGR IS BB s AL RS T 2l i
' GRAS. MBF1. MYB. bZIP fl WRKY 4§ 5 AN Bl K ditae £k . H WRKY KiERA
PARNRIBBA,  — oo S0 b R A R Sl o 5 g Ty, o — P2 e SR SE Al i iz i
B, T AE G B B T T (Rohrmann et al., 2011, 2012; Mori et al., 2013). C3H. PHD. SET
J Trihelix 555 s R ZGAE At RSP R B ARMIK, A BEXT SR SEM R B KA . 1Ak,
ABI3-VP1. bZIP. bHLH #iI C2C2-Dof 55 Z ANk F R G/ 2. feFAERLAL P RIE
(Rohrmann et al., 2012),
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F 3 Transition
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LR RURATL ....... e
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E 2L S L

HEIN3JEH (LeEIL1/2/3/4)
EIN3-like genes

ERE motifs l

LB HT (LeERF1/2/3/4/3b)
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GCC box l

LA i Ethylene biosynthesis
FE{CH Sugar metabolism

RS M Aroma volatile WA S — 7 : hhY
Ripening-related genes \ 11dmc.1 1p11ur1 factors
{6 % Pigment [ S e .- --
HFUBERER? Cell wall hydrolysis WL

Fruit ripening

1 BMRELZEHBIEFZHEESENAE (A) RZENBHIESEREE (B)
WSk RRIE T, BEFT LAY, R U F7 kARG W B AH AR -
Fig.1 Regulation of ethylene biosynthesis in tomato development and fruit ripening (A) and putative ethylene
signaling transduction pathway in tomato (B)
Arrows indicate positive regulation, blunt arrows indicate negative regulation, and double arrows with

broken line indicate putative multiple interactions.
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ABI3-VP1, bHLH, AUX/TAA,
AP2-EREBP, C2C2-Dof, HB,
MYB-related, MADS, WRKY,
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others

AP2-EREBP, AUX/TAA, GBP,
bHLH, HB, ARF, LIM, SPB,
HSF, FHA, PBF-2-Like

FH B A BE Developmental and Ripening stage :

]2 HREAFEENTFR

ABI3-VPI1, MADS, C2H2, CCAAT, HMG,
G2-Like, MYB-related

GRAS, MBF1, MYB, bZIP, WRKY

AREENENFRRIA

Fig. 2 Specific expression of transcription factors in different tissues and developmental stages of tomato
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3 Fm A DR SN T [ Th fig
T S A S TR 5 BT A I, BFSN 3 A B S PRI 4 O T PR o 1A
AL TSR T8, 62307 S A S e IR 7 T RE T T IR TR MR (3 1D,

F1 BHDRMERREEBEXERET

Table 1 Transcription factors with known functions related to tomato fruit ripening

B S KRS K /aa eV L ESVIEN S 30k

Name Accession number Length Family Regulation mode  Reference

LeMADS-RIN NM 001247741 242 MADS 1E 1] Positive Ito et al., 2008; Martel et al., 2011; Osorio et al., 2011;
Qinetal., 2012; Fujisawaetal., 2013

SIFUL1 NM 001247244 245 MADS IE 7] Positive Bemer et al., 2012; Shimaetal., 2013, 2014;

SIFUL2 Solyc03g114830.2.1 248 MADS 1E [ Positive Fujisawa et al., 2014; Wangetal., 2014

SITAGLL1 NM_001247258 269 MADS 1E [ Positive Itkin et al., 2009; Vrebalov et al., 2009; Pan et al.,
2010; Giménezetal., 2010

SIMYBI12 NM 001247472 338 R2R3MYB IE 7] Positive Adato et al., 2009; Ballester et al., 2010

LeHBI1 NM_001247367 285 HD-Zip 1E [ Positive Linetal., 2008

LeSPL-CNR XM_004232852 136 SPL 1E [ Positive Manning et al., 2006

SIMADSI NM_001247451 246 MADS J% 7] Negative Dongetal., 2013

SIAP2a NM_001247523 401 AP2/ERF % 7] Negative Chung et al., 2010; Karlovaetal., 2011

SIERF6 IN616265 254 ERF/EREBP  Jx|i] Negative Leeetal., 2012

3.1 LeMADS-RIN

LeMADS-RIN J& T MADS #3% K 75 SEPALLATA W%, S H B3 i b iF 9T i i im A
e o sk R AL T A%, et A R v s BE SRR, REREAEAARSIME Bk e 1 [R) s —
TRAR B spl MR DX I T C R 3, € Ay () 27 AN 28 FE R Ay e s % 1 I 4 7 - CArG-box /2 LeMADS-RIN
AR, AR C(C/T) (A/T)s(A/G)G. C(A/T)sG. C(C/T) (A/T)G(A/T)4(A/G)G %5 JLFHTE Ko
KZJ 60%I] LeMADS-RIN P47 54 1 AEZ A CArG-box, Xf T HAlA T CArG-box A7
&, LeMADS-RIN A fig 5588 DNA 454 K1 T &9 )5 15347 300 (Tto et al., 2008; Fujisawa et
al., 2011). rin (Ripening inhibitor) SEAZ4AKH %4 RIN A& 5 48 MACROCALYX [H] b 7 41 Fr) dike
2, FEORE SR SCHE DR IR B A, A8 7 e L =5 7 JERRIER S T2 il 34 ) 6 2 (Vrebalov
etal., 2002). LeMADS-RIN R&% 5 LM Bifr) 3 ZEHE K ACS2, ACS4. ACOL )3 81 X34 &,
M 45 & (Fujisawa et al., 2012). Qin 2% (2012) I#FFT#E W], LeMADS-RIN fE4% 145
LOX (Lipid oxidation of polyunsaturated fatty acids) &4 [¥] TomloxC. ADH2 Jz HPL, 5ZHA 75 75 %
&Y & k. Yang %5 (2012) & Bl LeMADS-RIN A~ 5 () I 5 W9 2% 5% wig 45 / 45 1 2
( Calcium/calmodulin) %} SISR/CAMTA [ 5 . F| R 4Lt fo i L yliE 45 & FE S B R
(Chromatin Immunoprecipitation-chip, ChIP-chip) PAX AEW1E B2 AR 3T KL, LeMADS-RIN [
B DA 241 NEER, 253 67 MUY, WA LKA M FIE ST PR
YER S HEPIBEE G MBS, AR R . DA GG ORI S5 [ 3 N 25 55 2 N J5 Tl (Tto
etal.,, 2008; Martel etal., 2011; Fujisawa etal., 2012; Kumar etal., 2012; Fujisawaetal., 2013).

3.2 SIFUL1/SIFUL2

SIFUL1/SIFUL2Cid 2 4 Fx &y SITDR4/SIMBP7)J& T MADS #5355 X1 K i ) SQUAMOSA/AP1
933, S5HUFIT AtFUL RIS CRIERR P SIARLRE 23 A 75%811 77% ). SIFULL A7SIFUL2 P 741
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FPER F, ThEEA F4 (Hileman et al., 2006). SIFULL 7F 552k & R A REAL, MG
FRARIE T 5y, (ELD SR By, HAEPRIAAEAMR s SIFUL2 fE R se R e Rk, LE iy
WA T . A RNA T4t (RNA interference, RNAi) £ AR mnakis Pl ‘Micro-Tom” H I
SIFULY/SIFUL2 ik, REUSAR IR AL E (lycopene) M - \E LI Z (cis-phytoene)
TR, REEBA, RLIRIKEET G FHERLS Fa8 K SIFULLYSIFUL2 18 L85 5 1%
SR R RSV, R N & (carotenoid) A E. 4 EES IR A A k. RS,
PR Y B2 520 (Bemer et al., 2012) . Wang %5 (2014) 7& “Allsa Craig’ & fifith i 1A SIFUL2,
RIRA I P R s, 250 A 52 B [ ) 7 3 SR S R0 H I A Sk 3 70, IR 7 AR 388 . Shima 45 (2014)
RILUUER SIFULL/SIFUL2, SEma & A AR R K b7 e, i #iii] ACS 13 M FRAR 205 16 1
[Fi) I 2 5 DRI R 2R (1) SR S ) 0 J JRE P A i, R P AIC . Fujisawa 45 (2014) A H B s A P R
(RNA-sequencing) #F 5T &I, SIFULL/SIFUL2 5 7 i 5 52 R DG I PR 1) i #2 i El Lk LeMADS-RIN
B4 2, A ChIP-chip W57 % W], SIFUL1/SIFUL2 7E4RER4IIGRIA, A 1145 811 134 Mi&
P75 LeMADS-RIN &, &35 HAT 435 [ 604 N REE AR5, XEeEE 407 0 N 860 J%
878 MNHE AL IEIEN, AW A LeMADS-RIN k7474 Ho A= Th Rt

3.3 SITAGL1

SITAGL1 (Tomato AGAMOUS-LIKE 1) f7 -7 A% 7 444k, J& T MADS #sx K1 Kk,
L7+ SHATTERPROOF 1 B & AU, ZEMRICHCZ N 71% (Busietal., 2003). SITAGLL 7& 7
AR ghE s HEDARRh A R, e T IR I S S0 R, AEAESHBIIAEE 1 AN RIS
Ut (Brukhin et al., 2003 ), ZEA (7 42 21 P RIK 27 2 AN 3RIA =0 R 35S )5 8§ 7E & il ‘ Moneymaker’
il ik SITAGLL, S8Ufe ¥ Ars . e AR IF 5 WAl K, m&ah ok, HE
SR PR H O A RNAG BORUTER SITAGLL, AL & & BT 520, AH R 52 43¢ 2% (chlorophyll)
TrEThE, RSN, SMREARE, A A0 AR R W BRI, S AR S SR LR Bl
B R, TR AL FE (Giménez et al., 2010). ZEFE 5K EIZEBLl ACS2, ACS4, PSY1,
PG. PE2 % E4 ik FF%, {H RIN. NOR A CNR [IRIEANZ M (Vrebalov et al., 2009). It4t,
1L rin F nor RAZRH I 1L SITAGLL, BRMEAE T AR ARV S e AR A . DRIk, SITAGLL nJ fei i 4K
B AN M A7 5 A% T A P P 7 2Ok 358 B AR AT 1E n) 4% (Ttkin et al., 2009; Pan et al., 2010

3.4 LeHB1

LeHB1 % £ ] Homeodomain leucine zipper (HD-Zip) &1k, H HD-Zip domain & JER
A S T AtHB-1 BRI &y 92%. 83t GST: : HD-Zip/DNA 45 &85 & I LeHB1 HD-Zip
et 1 LeACOL Jii 8)) 1 IX 38 AATA(AA)TATT 8% CAAT(A)ATGG ¥ [ F & )7 41, ik i 5 ACO1
[1RIA S 157 i R SE A 3% . Northern-blot A1MIZR I, LeHBL 7E46% K& 115 K & WIRIAR I S it
R ERIE, AU AU, RSER BRI S R Bk, )5 RIB B R . A
RS S IOIERPIER (Virus-induced gene silence, VIGS) 7£ ‘Ailsa Craig’ 75 R 52 L2k LeHB1

(mRNA KIiE T 60% ~90%), R MAIELSE, T AT LR R E i th, LeACOL Kik
B, 5 ACOL YIER I IE IR T an R A — 8, B Bk (i R IA LeHBL NP~ A 2 EAL) 7. 2 H
HIeRa G ER AN RSN, RN 15T LeACOL FKIA/K¥-F & (Linetal., 2008),

3.5 SIMYB12
2K (Flavonoids) &) H R2R3AMYB KGR 1, Horp i 5K+ i
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MYB. bHLH 1 WD40 # & K (& &1 % (Ramsay & Glover, 2005) . Ballester 2% (2010) FJ/H4E
Y B2 T HIFIEH 17 AN gaht R2RIMYB A1 9 AN4gih bHLH 146 PR 7o 38 36 20 i 75 oA %
FERIFRAR 3 M I, SIMYB12 55580 €4 7 3 IL1b B 5= 13 BAH OGP fe i, W) INFid i VIGS FEIK SIMYB12
Lk, HAE ‘Moneymaker’ il AR S &5 /KBl (Naringenin chalcone) & & FF(%, 42
MM, SIMYBL2 £ F 3 0hsE 1 Jetatk, & 3 MNET, H2A NG PRI SN2 5%,

2] 80% M IR T4 5 IF AMYBI12 —%(, #t= 5 bHLH & [ BAERIMRF IS, EZIhEEN
TR ED A fE ‘Micro-Tom” FHAliHPidFRiL AMYB12, FHUR S RE i & HATAEY &
I (Luoetal,, 2008). b7k, SIMYB12 [RIYEHE A SIMYBL11 71 3 3 2 At it A b b 5 . D e AH AL

(Adato et al., 2009),

3.6 LeSPL-CNR

LeSPL-CNR fi7. T3/ Al 26 2 4 Qe ok i K8 |, 4ifid SQUAMOSA SBP-box (Squamosa promoter
binding-like protein) [, L& BRI DNA 454 X (4 80 N IEM), J& T SPL LA
K, SR AtSPL3 AR B (Salinas etal., 2012). ¥ jfi cnr (Colorless non-ripening) 5848
RILT 1993 48, R 5 HAL A 2 AR AR, FAE 40 ~ 50 d J7 R IRFFR &
iRy, BRI, RRALOERAE, LmEad, AN OB A fE 76 4 P 5 B A= 1
T BbAh, SRR RS B SR A AN RERZ O, BRI PE R, DA 25 e W I i 2R B 0
I EEREE AN R E R, UK AR (Orfilaetal.,, 2001). B AL RS S FER 0T RN, AE%
AR B WR], enr SEAR R b O G DGR IR I 3R e AR AR Ak, JLrR RIN RIA 2% 17, FULL
()85 W NP, %W CNR. RIN, NOR } FULL £ /Do AE4E T 1A — #4452 42 (Eriksson et
al., 2004). Manning % (2006) 7T &I, cnr 58748442 T LeSPL-CNR JH 8l 1 H Kk R WAL AR 5,
Bl DNA HIIEAL AR SR . AR LeSPL-CNR Ji 3 1~ LIl f7-7F 286 bp DNA i I REAL X 1, ]
AEfNH] T LeSPL-CNR #ik. [AIN 15 511 LeSPL-CNR T ER GE 0% 30 & hh R SZ i i3, 2R
LeSPL-CNR 7142 il 75 i S S il s F vhtd 5 SR

3.7 SIMADS1

SIMADS1 J& T MADS #3% K 7-5 i SEPSLLATA W55, fEB/MA 2. M LA I eSS
TrEREAL, WA LA, (R RO e i SR s rb s B 3R L (Gaffe et al., 2011). A1 RNA
FiARTE Ailsa Craig” A UUER SIMADSL, SSEAIASEHT 3 ~6 d, RS R MRS ELE
Jhi, ACS2, ACOl, ACO3. E4 L\ E8 SRR LT, W/NS 5 a N Z (1) ERFL Fl Ptid JFE[RISR
IE NP, ZH SIMADSL 707 it S Sk g e vl 5 7= /E - (Dong etal., 2013),

3.8 SIAP2a

AP2 (APETALA2) ZtHWFFA 1)Kk R+, R E hiE K E ABC A A
KR LN W [FYE 54944, 5 EREBP (Ethylene-responsive element binding protein) UL RAV 5K
JRAL K AP2/ERF KR, ERIFIik R E B, REKE . SImmN. JUssEd R k4 &
ZHOAEM (Kim et al., 2006). AP2 HESH —BUs BEORSIIX AL, 68 NMAEMRAL L, Hr 18
ANGIERIE I M o - 185 Camphipathic o-helix )45 #4) [ 0ot o B 7635 A 25431 5 B AP2-like
W, Hh LeAP2a oAb MR UGAR SErh RIE B IRAK, 7R RS i (ki JRELL 2
HeEFR F KT . Karlova 25 (2011) FJH RNAQ $iAR7E ‘Moneymaker” FfiHH ik SIAP2a, HAt
MRS ERAET BEEAR, FEAFERIARRAR AN, TOIRIGAL, B A AN LA RE 84 e 4L
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G, R ZWE SN (Putrescine) TR, HMZIEM & N, FhrgRke Kby Pl & fh
FBTEAWA AL R A6 SIAP2a (132128 51 A S L& B N, 28 B2 s R 1 R i i 47
RGHE M IR 1A e I FE RS o i R, DTEBRRR R A 527 Fi 523 MERIRIE KR AT
FIRECR M, WA eEE. SREHEY M. KN E (phenylpropanoid). R P G K LA
JRAK A Z AN 7T . Chung %% (20100 FJH RNAL $iA7E “Ailsa Craig” 4P UTER SIAP2a ()3
ik, HRIEHESCE R T (7d 224, BALEERT, POt RIS, RN, Fir
Him S 5 AR PV A AR A o sk v R A € B RS A A DG IR R R IR e BT R I, i) SIAP2a
RIEK B ERT A EZA N, 5B - HE ME (B-carotene) MMM &, HALHET A
FKIEK (ACS2. ACS4, ACO1. E4. E8. RIN LM PG2A) ik,

3.9 SIERF6

SIERF6 J& T ERF/EREBP %K, @0 TA4Mut%, W5 GCC-box 456, 77t A L i m
JE#%i% (Nakano etal., 2006). Lee %5 (2012) LA ARAIZ 5 Solanum pennellii #1322 M KL, 5
TR SACH AL S S 2 5 S, TN 38 NEESR IR 5 2R N RS UG, IR TR
RFEREAE N EA AR EME: . o, SIERF6 £iA 5 - A4 % (trans-lycopene) Fl p -
B MRS R R A RNAL BRI SIERF6 £k, Bsrh2kilsy M &4 & W71, DXS.
HSP21, ACS2. ACO1 Ll ACO3 #ikTtwr, * W SIERF6 ReWi it ek m ) i, i
KRS DRIV R L LR RG AR D) i 7 AN A o

4 BESRIN 5 TR) U 9 1 25

FEF AR SR B ARG R AR — RIS S e 5o, VF2 B E A D) Re L R i
W 2 A S DR T BB T (RIS s Rl AR 3 iKY B AE e B B 15 B £ (&L 3D

. . ApP2
K 7N % @

A M -\] )51
Ethylene-independent pathway \
L/

é.h%Aﬁ',i GReRisss

Ethylene synthesis/Signaling

A 7% &R
Ethylene-independent pathway

e | N
Ethylene-dependent pathway
v
JR AT AE A

Ripening related genes

Fruit ripening

3 EFEPHAXERETZEEEME
HRARIE MY, AT LAY, RO # AR E AR AR, IR BRI
Fig. 3 Aschematic representation of the proposed regulation network of ripening-related transcription factors in tomato fruit
Arrows indicate positive regulation, blunt arrows indicate negative regulation, double arrows with

broken line indicate interaction between proteins, and arc arrows indicate self-regulation.
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Rohrmann 4% (2012) FIH qRT-PCR Xf R SEHh 134 AN s N 7 JEAT T 238 AH L1 43 #r
(Tomato-Arabidopsis cross species coexpression analysis), il izl Pearson’s correlation 73 #7 &I H 91
NS R 1 2 [0 AFAE S S I R 2% 5% Z2 . Martel 25 (2011) & HL LeMADS-RIN 5 #0507 SR 45 &
31 LeSPL-CNR S H O 45 3L R =) 04745 ;. Karlova 2% (2011) #F57%&W], SIAP2a {7 LeNAC-NOR,
LeMADS-RIN Jz LeSPL-CNR [ FJi#, LeSPL-CNR fEW E 5 SIAP2a [HJH 8454, [FI SIAP2a
RERY I ) 4% LeSPL-CNR [J3ik; MADS #3%PR 7 [ it FLAEX AT L D se A EZERIE
Leserberg %5 (2008) H! Dong 45 (2013) 73 71 F) W REXU R AS HOARKT Ml & B SIFUL2 55 LeMADS-RIN
HFAEEMEART, SIMADSI 615 LeMADS-RIN H.4F; Bemer 5 (2012) }% Shima %5 (2013) %)
5l R R 43 7 9 Dl R B S W9 BE XU 2% AS 0 PR IR 53, 3G UF T SIFULL Ml SIFUL2 % #fe
LeMADS-RIN H A, (H e A1 Z M AAELEA H.AE F ; Fujisawa 252014 & P A i 36 2 B SIFUL2
LeMADS-RIN. SITAGLI fgt% /e ZAARE 54, [ SIFULL A1 SIFUL2 3673 7l 5 SITAGL1
TERE A, o SIFUL2-TAGL2 J E BB o X80 B RE IR H5 A 45 7 3% i SR S il A H S e S IR 1
Z AR 4 AL, TRFe sty BRI Ei 5 DI REAH IR ACE LI B e A DG Il . 2R R
AL i 4 R 3 TR ) R AR T AL

5 ShinE

i R S R S R AR AR PR AE A R S R R AR I R, R R T 2 G A
G S FIBIEI D TRV 08T, CVIEE T i R st 5L Al (B Do S s A8 4
@l riny nor Al cnr, HRSK/N AR FREIER , HARERE, ToH BIFIRERA, SMNE MR
AR LT B A R, RS S AR R L S I BT R RAFAE G BB, TTIX 3 A0 R 58 AR L [R]
(R Gmht B 138 R e s R, SR SR AR A — R R A 5 IR 1, e S HEPIEE 20 il 5
WMERAFEINRE . F kPR E I AER AR SF, 140 RIN-like MADS-box JE KU ALK B S R
SERCGAAE R, AR AP EE R R R I 04 (Klee & Giovannoni, 2011). it
FESETE T RN, KR MG S IR A0 RS R B st i 22 2 3 IA  (Osorio et al., 2011; Rohrmann
etal., 2012), L IE sl a7 OEER (8 2, 32 1), DhRew MAYER G . 214
MR i M BE P AR . SRy S (R AR B S 2 AN T . AR R R AN A2 LB I [ B
e S IR 1 X 8 R A B A B 2 Sk DR 1) ) AR AR X (P 3D, 4 LeMADS-RIN . LeNAC-NOR DL % SITAGL1
BITE M s 10 3 RAEAE T, AME R IA SITAGLL et [R5 rin A2 nor €48 K%M (Giménez
etal., 2010), {HZE rin Fl nor 3745 (& FL sz rh Py 5 SITAGLL #HIGERS IE 5 KIE (Vrebalov et al., 2009),
X—TP G LG R o iRt . Dk, kRS 5 M a2 R Z A et —2
IR ARIIFFN AR T2 (1) GRS R 55 78 T i A SCHE SR 7, ff o I Ui 0 S A
BLD, kT 3 e R e s I 2, AR LA R R S BT IR UE LU (2) BRRF s
XA Al AR SARE AR i TR RE I, R 23 a8k B AT e )35 B i T Al S A AR SR AR AEY)
Bl (3) FHRILABFR A AAS G2 T 00 R S IR s (4) IREBE RS NI R.
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