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Function of plant homeodomain-finger proteins in vernalization
pathway in Arabidopsis and other cruciferous plants

Gongling Hu, Guoping Chen, Zongli Hu, Feng Gu, and Yong Li
Bioengineering College of Chongging University, Chongging 400030, China

Abstract: Vernalization makes Arabidopsis and other cruciferous plants flowering earlier. During this process, an important plant
homeodomain-finger(PHD-finger) protein named VIN3 is involved. The PHD domain was a conserved zinc-finger domain in
eukaryotic organism. It used to take part in the interaction between proteins, especially the modification on histone of nucleosome,
such as methylation, acetylation and phosphorylation. In vernaliazation pathway, the proteins translated by VERNALIZATION
INSENSITIVE 3(VIN3) and homologous genes could result in methylation on H3K9 and H3K27 and deacetylation on H3K9 and
H3K14 on chromatin histone of FLOWERING LOCUS C, a gene that inhibited flowering. The structure state of FLC would be
changed from relaxation into compression. Then the transcription activity of FLC could be restrained and it couldn’t inhibit flowering
any more, so it would induce flowering earlier. This paper reviewed the function of PHD-finger proteins in vernalization pathway in
Arabidopsis and other cruciferous plants, and overviewed the vernalization mechanism.
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Hl, ARS8 %E EW 5K AL Brassica campestris
L. ssp. chinensis var. utilissen. et Lee 7 4E 5 K %)
Ferp R W ALAL FE (Vernalization) RJ DL 3% 22 HE Ay
FFAE 10~20 d. HIEHIEGIT Arabidopsis N H 255 )R
FHOCSTIR W T 400, A FENG B A JBCHE T A I 2%
¥R FLOWERING LOCUS C (FLC) M HA#k
(I N SIS VERNALIZATION
INSENSITIVE 3(VIN3) .. WF5 &8, KufE (KF
20d) MMKIRALEE 25 S VIN3 B3k, JHE FLC %
IRREAR, R SEEE AR RAE . AR
R AT AP AR A i X A G A SR, O FLX
VIN3 HBEAMIGE. VIN3 4ifis—4 PHD-finger
B, ERMEHTREEEEHIEM. TEE, X
PHD-finger & [ 7F R I+ F AL AVE & 72 i D fig
O 7S iE . LUN i 2240 44 PHD-finger 45435
LB S5 IhRE, I EENG VING B LR P8 I N 45
5% PHD-finger £ I 7E4U G 7T 55 T A AERHEY) 1L
YEH R TIRE

1 BT % kR

WAL A o R R R B B L IR, )
HERAEREMAMAERY - E2AMSR. 7B
B R Z XX A FE B AR KR, AR 2
Hrp—AmBEEEN, FrigEMeEm, Ty
HEAT AR A PR AR i T AL B 72 . RHRURG I BB AE
R, RN R EEAA 4 Fhigte . OLREWE
B, FERER. AR ERRRED, H
e, O IR AR N R B R R AR I O T AR R A S
FLOWERING LOCUS T (FT) I SUPPRESSOR OF
OVEREXPRESSION OF CO 1(SOCI) 12y I
VAN C I8 R R (S e R R UE
FLOWERING LOCUS C (FLC) W X{E#IriE (&
1) FLC #%ifi% MADS-box ¥s¢H+, @idimikl FT
1 SOC!I kMBI IFAER

WA AAE T B IF AL R R AR R B TR AR R Y
BOb i 2 3 — e I AR IR A BB AR AT 10) AR 2R KB
VS RE, TEIE BRI T IR AE . TERIRE I A 5T b
R, FAREGHEES T HAANEH I VINS
f 2k VIN3Si S — > PHD-finger & [, XFJF AL
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Tl B PR FLCHR B P/ FH Y, VIN3 e K B ) R 38 Ak
PR N A ReWA SR, TEMMRR [F IR SRS
D JCHE BRI 8 VINS, A FLCAT 52 BBk iR A,
IE B X6 FLC 4 ) 75 22 VERNALIZATION 1(VRNI)
MIVERNALIZATION 2(VRN2) “3: A 4EH:, VIN3
X FLCHY A i 2400 3= 202 5 o Ho 4 % 1) PHD-finger
X FLCY: (0 5 4 8 FTH3K 9 MIH3K 2719 H JE 4L L
JH3KOFH3K 1411 2 LAk &S, fFLCi g (@
J5T ML 5t R 785 5 A8 Ay v BE R 4 IR 25 T 5 ML FLC )
e, mAAMHIHRE,

2 PHD 7 5. M RESE

BRI G T ORI VINS (335, Hogmis
—# PHD #H&HEH . HAZEY P2 E A RS
BEIRZEA X, XRE AR R . BHEE A
TRRR AR IR S5 H, 7EXT DNA . B BTFI RNA (1
PUIFNZE A EEAE S, PHD #HHE 452 14
2L BB 48 45 M) 3 (Zine-binding motif) H ) —
i, 1T 400 ZFhERAYE AT, fEiE b
R EESFT, 1993 4E, Schinder Z57EM 5T MR
FFEE 1 HAT3.1 fl HOXIA BRI T —BE i &2k e
FRIARSEIF A, X BT 8 5 48 B T 4 & 45
SRR AR, 3k BEIX B & PHD 4550,

PHD Z5 4 38JE— 25 2 60 2 LR 5% HE 41 %,

VIN3
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Fig. 1 Pathways regulating flowering time in Arabidopsis.
Lines with arrows indicate activation of gene expression and
lines with bars for gene repression.
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M EA C4HC3 (cys4-His-cys3) FR5FIFFIMLER (K
2), J& T “cross-brace” £ 48 H 1 Z % (Cross-brace zinc
finger protein)®, MAURG T LA K 25 AL & v me B 3RAS Y
VIN3 BRI VEL 23 9 2 it 1) S SRy 91 AT
A PHD S5H43, 3F R AT fR~F Y C4HC3 731451
(Kl 2). H:¥, BrVIN3(Ten Bank Accession No.
FJ936115) K:[H Fr Be A 5290 % 15 O\ 25 22 )& rh gk
%, 5 AtVIN3(Ten Bank Accession No. NM_125121.3)
AR E R, HRIIBEASEDL, I B H w5

Cys4-His-Cys3 cC C ©

2 F[EIZEHAR PHD EHE S &8 F 5 b Xy

IR 5 & A ST RY PHD 4584938 PHD 2544 n]
PIgEE 2 M1, UL pygoupus 5 FAH, 43 TIHE
Cl. C2. H1 #l C5 R45&5H—Hre LIS C3,
C4.C6 Fll C7T L&5EH 2 MR T, 145 4F PHD 45
F I I 2 A FR R e 25 A 1O ARHIF o HE i S 2
H %) PHD-finger &% H VIN3 W HA 5 pygoupus HiH
AU BRI 58 SR (B 3). X4 M A5
VIN3 HARZAHIGE, flins 5EAS5EAZE
PR EAE T . /MR R B 5

Fig. 2 Alignment of PHD finger sequences among different proteins. Asterisk means the C4HC3 conservative structure.

3 BrVIN3 &H PHD £ #15 #Y cross-brace & 2. 7
Fig. 3 Anticipation of cross-brace model of the PHD-finger of

BrVIN3, based on the cross-brace model of the PHD-finger of

Pygous[“].

#Fh PHD S5 9 PHD — 44544 K EUH
[, ABCRE IR EREA ] PHD 45 R 2 5L R ik
SFHIR S, =g h i mieEs, B

XA, BT T PHD 2548 5 i i 572 A /) 1 A=
Y oite. #lan, JFE S c-Cbl A1 MEKK1 (MAP
kinase/ERK kinase kinase) HJ PHD &%#3{ B A5 E3 72
EIEEEREE, S ERK1/2 (02 2RI,
WSTF . KAP-1, Mi-2p L & AIRE %5 PHD %45 1
TEAEEAZ T R B, DN X S BEHE W] RESE A L loop2
R GF I E AT, 25 J 65
AP EEL, AN, PHD 453 AENS 1 SR ) 5F:
S5 G AR H3K4 1 AL (&), Mani k%
BEDH s UREDIRE . TR T I R AU E AR,
¥ I F| VIN3 %5 PHD-finger £ [ %} FLC Y {0 Jfi 2 1
H e, MXFEM 2S5 1 IF A8 L R e s i
PER IR, SIFAER A DI R . A, 7R
g, RELWE IR T BrVIN3, T BrVIN3
5 AtVIN3 BA B m RN, SR VINS {2
57T FLC HHEAMEM, I HBA S AtVIN3 240
I DIRE -
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3 HAufEF %4+ & PHD-finger & 5 K &
ks

BT, *F Tl HEEAR I E &
A BEAMRFFE, (A 08 % B A+ 53 B
Wio AR, XTTFLCY R4 A B HA %L
MYARIE , A E B S F A L T LR )
I o FLCYESLLRE I 1Y T A6 U8 5 P 28 v b ~F HiX 211
frE (K1), 7R3 FEEE FRIGIDA (FRI) %091
PEVEF R I 4", R R, FLCHY R KK
SRR FL A B ] R OC R, ARRAL FRA ]
MK, WFLCHFRAE"Y, FLCY@ R4 E A
ERA T Y2 Y, X B 5 FLCH K
RO, Xty LB T “HEP T i,
3.1 HERWE

e 0 5 K AR 25 ) 27 ——H% /A FH DNA T4 )
{HFE 1 (Histone) H2A . H2B. H3HMIHAMI AL, f5—
PR 252000 F L B R — AR AR K, 29200
bp I DNA Y T # G 78 41 25 11 /\ R AR 11 4% 00 25
FANRT, BRI T — A, B0 4L AR
fAcrb e 2 20 2R T H3 FTHATE )00 5 00 SR 44, 3 J2
A HH2AFH2BIE )iy 5 2Rk, BAdHER W
IR 220 ~ 3545 A G LR 1) R B A A B4
IMER TR “HEHRE”  (Histone tail)!'™, 24
H A RBAEAS M5 AR AR, TSN AR E

4 EMAZEHEHNEIE

F I ol B i g 1, AL Sk L BRI
HSE . 2R 0S% (K'Y, Za B s,
A LA G o T RS T AR A e (L R 25 A, S
B B TR ) e SRR A o

MY (e AT ARSI, g LY
BB AT REAN R IE, (H M e A BT ab T FA SR S
12 B PR S T AR SRR i g kT, AR A
ERAREMILMES, TSR IR g
FORAS MR, MRFE S R i R kK, — B4l
HEPBMZ )G, R S8 mT DU s 5 1 Y
Gl EEAR R, I Le g R A] LU 55— SR 0
S P 3 PR 3R 1 A W A Y 4 Y B )2
U S5 HE , P 2o 0 A% AR 22 5 4 75 DL R D)
AT R A S i 0 5 R i R RS, X2
HEHEE, ERMERRET, W FLC B
R E A OB, T X 2L i
5 VIN3 45 PHD-finger K [ 25 VIHH K
32 HWIERERZEPHIXE PHD-finger EH X}
FLC #aRAEB LR
321  FMHAFER] FLC 36 )41 # 11 H3K4 195
EFIH3K9, H3K14 192 BT

KRAHFACEIRRT, FFAEMSIIERN FLC HRikad
FH KT, X 5HYAF - H3KY 1 = F AR
HAEM KR, H3K4 W H I — DL 3 FloR 77 -
FHSAE | A = AR BT R B, H3K4

Fig. 4 Post-translation modifications of the histone tails!'®’. P: phosphorylation; Ac: acetylation; Me: methylation; Ub: ubiquitin.
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R = PR A0 R ARG 2 IR A e ik ) FE B P RNA
REH 4545 HF PAF1 245 RNA RBAHE 117
Bkt RRh 4SS, HH5E H3K4 WEALEEFEE SETI1
S5 HMEEREEE G, AR 06 X 5 =
FAb, i = H B K LA IR T,
5EERET PAFL B A YIRSl IR IR 5L R 431
EARLY FLOWERING 7 (ELF7), EARLY FLOWERING
8 (ELF8) . VERNALIZATION INDEPENDENCE 4
(VIP4), HWetErp SET1 B3 Ak iV FH 25 /Y
EARLY FLOWERING IN SHORT DAYS (EFS) %I,
FHE 0 B 5 40 R I P H3K 4 A9 B AR ML AR LAY
TE elf7 Ml elf8 RAFVRI, FLC Ye o Ji 41 2 1 /Y B 3
ARG, R AL, X UL PAF1 X2 512
FLC Jefo R4 H3K4 = KAk fr o 7 1 200,
H3K4 {1 F Al m] DASSTE JE IR i 23k, 7R
BErp AT L B, HESERE SR BRI (i METI6) Y4
J4l 8 H3K4 [ H B 2SR Iswlp (B R: ATP 7K fig
PR, PR EREN) WE5R R,
iR 5 HE LA K PIE], %K 2 FLC 3k
WU, PIEL W] BB 468 H3K4 S84 17 s 51
A FLC Y iy oA, H L2 TR KOF i i 410 il A
YA

AN, FERFLLIE MRS, 418 H H3K9 Al
H3K 14 1 S AC DR R 3 = 9AKCSF, AT DR FLC 1Y
FRM, BOOHEA N RN S SBEmR, S
AT AR IEH, BT 5 7 Y DNA S AHER A% /N
WARAANEH], B/ IMER G R 5 g 65T 5 B2
B, RS FLC RERSH FRRE . LBibff
IS DNA [H] 9 1E FH 55 A B0 i 4
PAHI, X R A R S5l - 1 42 3l O 2
A PRI AR St 45 TR, TR R B AL HL R
FLC TE%E WAL T 2 B4k 19 U3 IR 4R R P 45
IKF-RIA
322 FHAFE)T FLC 26 4 # F1 H3K9 .H3K27
P9 HAE FIH3KY . H3K14 19242 BEE

YR IT s R, fad HALLb S, FLC
Yett 2l 1 H3K9 . H3K27 AY I BeAb A = i 5L
EACETERE, AR FAE . % B T G A
FH VIN3, VIN3 BAG SRR R R o &Pk —
AR ARG T U Zead JE DA PE A R AR EON Y — B Y

PAGIRAEBRSS , VIN3 A 85 3Rik, — Mty
20 dP, WnAbEREEIRAS, VIN3 REA TS,
WA 7= A NI RN . 2 VINS 8515 531k
J& . FLC W FIEFERIP NG, I VIN3 fVE &7
B Al R A U APG L A B s ] i T % AR SR
B FLC Rk sl P, VIN3 45— A
PHD-finger & [, 1] LS 5%/ MR 19 H 4L
RO B, BIRYAREE N E Y . VIN3 #
WG, FLC YL it 811 /Y H3K9 Fl H3K27 &
A T AR = L, TR, H3K4 1 = R AL A
H3K36 19 3Ab G, % HLH H A R 2E . ik
Gb, FLC Fifede a8 A H3 kAT X Ok,
4% H3K9. H3K14 %Mkt & mifk
J&i, FLC Yo J5 i 7 21 2 B S A RS i H ik 32
F

Sung “57E4U G I P TLRE T VERNALIZATION 1
(VRNI). VERNALIZATION 2 (VRN2)F VIN3 A ,
HRENE FLC Pt A E A B R, wrsE
K, VIN3 T2 KR IR AL B S 905 5, Rk
Bt Ak LT [B] B G i g n, [WSE FLC BE%E VIN3 1)
8 % 9 VR RIRE VINS BERI 2, FLC A9k
LI R RO 3% 5 VRNT F VRN2 S PHH 1),
WS, VRNI Fl VRN2 RNZARRMIES, A i
Fik. VRNI Hifs—FRIYIHA B DNA 454 & [P,
VRN2 4t 5 58 S(U)12 [FE Y polycomb (4P,
VRNI 1 VRN2 25 FLC WM, 1Eix 2 3
Ry e A A rp R AR X 4 1 —4F AR Al W) T A B
AR AEE R, JF HAEMRIR AL 3™ A= B A0
Bf, FLC [WaRA S BIRAL, (AR7EMmMIKE & iR
JG, FLC WFANETmE, RIHIKRFLIPRE,
XIS T VRNI F VRN2 25 VIN3 %} FLC 4
VEFR eSS . BRI B FLC W5 — DN & 7 FS
FFIX H3K9 Fl H3K27 W IEALKFERm, H
VRNI1 £ 5 H3K9 i) — H S AL &4fi , VRN2 £ 5 H3K9
M OH3K27 B H R ABWD, VRN2 5
Polycomb-group(Pc-G) # H 41— PRC2 &HH
AR (PRC2-like complex), M5 FA L2 X
FLC WAt Ak, H3K9 A9 H AL X FE Y
FEAE RO AR R BB A vl (IR RT, B
KW H3K9 AL, BAREL R FLC Y a5
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= H3K27 (1 H A KA SR TE AR W T, (A AR RE
HeREXT FLC R M.t UL, MY 208
i1 H3K9 Y B Bk ok 2 7 %o AL U0 ) i 4510

PR IT b e — 28 5 VIN3 [RlRP S« VILT
(VIN3-likel , X4 VRNS). VIL2 (VELI). VIL3 (VEL2)
M VIL4 (VEL3), J&T VEL FEHREPY, 1465
f 2R IR EA 25000 PHD SEBl I X (81 2), &
55X FLC RibmyaE ., Hr VILL fEE /RS
F5 VIN3 Bl — PR RIK, #iis 550N
FHXF FLC Y8 i 2% LB 1 H3K9 ., H3K27 1Y
= HIRARBARTS AL AL B A HRE T A
| 7T —/u4E PRC2 E 41K, VIN3, VIL1 DI J VIL2
IRE AR (PHD-PRC2 E41K), XUl PRC2 &
G RIE S VIN3 ARG VILL — &4 85—k
BHEAK, 25 FLC k2%, sh, VILI
5 FLC YL R 418 1 H3K27 1Y = H AL Al S A A
HYIR . FAABIS, 78 FLC W% IR 07 5 A
BRG], H3K27 =W Ak P8, B
B—ANE ARG 3T X B H3K27 = B 3EfL AR B AT
B3I, SR, TEAEARAE T 22°CAME T, &
P OH3K27 =R X BE R FLC 895301 XA
—MNET . GASXEEM, IS RS T R =
H ALK e B2 Rl 2 B, FLC Yeta)i B25 4
() VIL1 5 H3K27 = H ALK PA -8 s fb, X
U = A E R A E (R 5 VIL1 A B BV R
VIL3 (3B W2 KB GRS, ErTaE S VILL

Unvernalization

Es5 HWHERNGITEE

R ZRIKE T R 2 5/ N S FLC WG
AR, JRT, VIL2 F1 VIL4 fShRE R AR TE 2
33 HWAERHEI-FLC £EREMHEE
HRPE 20 2 1 B S 3e T DAgR 4 T AR A Ak
VEFBIALE] . 7EARTE AL Ab B2 i, AF R P A B A7
16 H3K4 19 =W 34k, 3% =W EAb {55 1T LI PAF1
BEYYE EFS WEEWIrl, M5l S RNA F
A 454G T FLCIW 50790 1 B IG FLC %5k,
WG FLC IR0, gbah, FFAEMEIRF PIEL )
PLRG H3K4 HEALIF S5 245G, faE g ety
U8 3 HAE SWRI B/ (S5 FLC Yok
HEM H3 B AL . H3K4 1 = B 34k s4) L&
FRI (45678 FLC Jash+ X)) mJLREfER T 44
FLC Bk V-3ik (B 5), 4t & KA a] i MG I Ak
i, VIN3 B S A . VIN3 il #E B PHD 2544
BT LA e a5 L R AL R B, BR T UL LA
BB 3L B AL, VIN3 52 5% FLC Yt fiiny %
CBRACIEN TE vin3 5728 145 BF A= R BRI AF 5T,
WP R RRAE VIN3 RibJ5, FLC Bl f
H3K9, H3K14 &4 T £ LWl mizeAsikrp %A ixX
—%, FrLLINA VIN3 WlE FLC Qi E N
H3K9. H3K14 Mk LWL 2, gk,
VIN3/VIL1 } VIL2/PRC2 & A #JE i PHD-PRC2 K
BAWR,XF FLC Je i )5t k4T H3K9 Fil H3K14 4
BeAk . H3K9 Al H3K27 — I LAk DL K 2 i e 4 0 B
PRAR UG 2 8] H3K27 = W b4 20 B 1 Is M,

Vernalization

Fig. 5 Schematic diagram of the vernalization mechanism. The left picture means FLC was in activation state before vernalization, and the

right means FLC has been repressed after a long time of cold treatment.
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S FLC Qe At gt AE 23 [a] by ek s, {fi45 EFS G
PAEIE FLC YT, R AN fE & A4 H3K4 = HI 34k,
PAF1 B &WH TGk E] H3K4 = H RALfE 5 mA
REWOE FLC 3Rk, MM SEEL T X FLC %% sk
#112, 7E VRN1., VRN2 FHABEE (4 LHP1BY,
HRYERE FLC DU AT LT 1Y) A SERIVE T A
FmEI S LALER (B 5), FLC RBHIXKH FECT i
3% FLC IR AEfE i L] (FT F1 SOCT 45) 3R
AT, AR TFAE

4 4 fh & A AE F 12 2 F #) PHD-finger
EHA

B T HlFg P RAE Y VIN3, VIL1 (VRNS) %
PHD-finger 45434 [k, Fu EMN/INE Triticum
monococcum L. W iESE] T VIN3 (1) 3 A~ [a] Y5k
HW: TmVILI, TmVIL2 F TmVIL3, “EA140S 2 A
A PHD Z5F 5T CA4HC3 A4t (A
2)o X 3NEEK SR ST R IE B VIN3 AL
AR, I Z F IR . TR
WA, N VIL B B FRk Kl 2R AL Ad
B ACEEY, BRI, N VIL SERR TS
AR IT VIN3/VIL 18] 22 90 AL R i S 3 sk |
MR, UL BT REEAA SR T e

YeAh, KAE Oryza sativa FHIRIG T 4 4~ VEL
FKIGHIFE . OsVILI . OsVIL2, OsVIL3 Fl OsVIL4,
SR IT AR B AVIN3 AtVILT AtVIL2 T AtVIL3
DL B/NAZ i VEL GRTGARLE , B AT i i A AR
AILSFR PHD S5H5BY, i UMK RS iy VIL
FREE W B A 2H AR B LA S e €0 5 17 o 9 45
it

MY R— DR EE RN, W AEH
B ZERBRULAZMESNZS S, FMRiRd
BN FIT LR — A EEN T, 5ITER LRI
g At m M, ettt HAr, XHFeE
MBI E 2 AR R TR IT, XA /D
A SE YRR AT LEBTR A RIIIEE o AR SR 3l Uk

1T 2SR E Y VIN3 R B, P H R IZ RN B S
PRI IT AtVIN3 B AR I, HAT 2L 3Rk
B, X IR T VIN3/VEL 51N AEA R 9 fh
Hi ) A BF 9T o FE LR O FIOR A B b Y
VIN3/VEL ZHEE F#EA (R5F () PHD 254450, X
XN PHD-finger 2 11192 ik S AR B ALs A2 P i)
TERRZESCEZN,, gk, AMIxFHMEH
o FHLRIRE A T AR, (AXFFH /e
U REAE VING A2 AR e R T s Ak 2
RIRAE 5 SC P B AL LA B AR IR 5 1422 32 R 338 45
HRIEANTERE, YT, B3 2 EEAEE
SINATS 5 FLC @M AER/MET, HPEHERIT B
AT FLC B MADS-box X, I8 FLC 1R HZ
FIERME YRR . 2 5 FLC W2 RIS AERY,
it A Hi i FLC Yeta i A T fuizif, vl
LIS FLC iEPER? ) PHD-finger 8 (14 1% 4 1 & 5
FLC Yetafi 1z ZALM Wik &4, B gk B
FHOG I HE o AHA Bl A 1% SR I 1 — 2B TR A SR,
DA THs 3 AT B PHD-finger 2K 4 193 BE DL Kokl
Wy AL 53T HLBRAT ST R TV I A AT
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