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Abstract: Cytokinin is an important plant hormone, which regulates numerous plant growth and developmental
processes. Over the past decades, remarkable progress has been made to improve our understanding on the cy-
tokinin signaling in plant vascular development through biochemical, genetic, and genomic approaches in Ara-
bidopsis thaliana. 1t has been shown that cytokinin plays avital role in the development of plant vasculature by
regulating cell division and cell differentiation. We reviewed briefly here cytokinin signal transduction mecha-
nism, with an emphasis on cytokinin signaling pathway in regulating and influencing the division of vascular
cambial cells and differentiation of (proto-)xylem. Furthermore, the perspective of the role of cytokinin in regu-
lating the secondary vascular development was discussed.
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AN B B 2H A, T DL AR AR K 20 A
FRW I Lh R MU S R A 524820105 Furutasé
2014). 4EE ARG E R T 0 A ARG
SEIEA 3 AL, SR A 3 ST ) A o R L2,
WA AHLR MR LR, A EH LRI
JRJZ R JEUTE RS2 A 3 3 5 A 2 A T B
TR HIE A AR AN AT A 9] R 0 AL s P 4] A= 4
ARG, AU EAR T AR AN EE 7 X7 A
YLl e /DB R SN By AR ) BB T 4R T =
T Bl 23— 20 T e AR AR JBT A A ) B R A
FHIR A4S R G

A7 %4 3K (cytokinins) & — S H ZAHEA) 4
KIFFHER, Tz HEEME KK ELRE. EHY
MAP e & 2R R, X8 BRI
Iy BERALYE G RE AR T SR T AR K Y TR

(Aloni%52006). B EMI . 1AL 2 F1 L DA 20
SR AN R DA % e i DR R AR AE AL BIE 7 o 1) B
R, NI T 40 o R A4S R E I E L
AT AR BT S P 13 B2 (Hwang®$2012; Milhin-
hosFIMiguel 2013). 4HH 5 ZL R 1155 5 FHLH
e HORAE AR AR R B 70 1 A, A SCAE T A 48
MR RS SRR b, BRI R
R M2 48 T 2 K B AR AR 5T 8 4y
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Gt e H 8 R R W) AN 2 A — S8 SR AR ) IR RN %
Tl A 858 R OF R A Y S SR AR, 0 &2
TS RGP B A P S S G Pl R e T s B R TR
B 5% 119 s 2R 1 IR - 28 i (Cheung flHendrickson
2010; Schaller%:2011; Kieberd$2014).
L1 @D HEZH

LRI B AT AR A 34 4 s B T (Arabi-
dopsis histidine kinases, AHKs) 4l 73 %4 & 152
i, 4 S NAHK2, AHK3FIAHK4 (X 44 CRE1EL
WOL1) (Heyl#1Schmiilling 2003; Kakimoto 2003;
Hwang#llSakakibara 2006; Kieber2$2014). B A 1#f
HA LT BBAME 5 4 AN XA T i 5T 045 5 i
WX % 2H 5 R B [X (Inoue2$2001; Ueguchis
2001; Yamada®$2001; SuzukiZ2001), Jf H g4k X
Y)BA 456 97 - 3R () CHASE S, #4 38(cyclases/
histidine associated sensory extracellular domain)
(AnantharamanfllAravind 2001; Pas%$2004; Heyl45
2007). CHASEZ k4 & BA AEWid Pk 1) 41 i
SrERE A, FEE X T H A IR KA A B AL, TR
TR A A e e [X A S R B R e 8 2 5 S X
RARMRIRE: b, 2 A% 36 28 i o7 b i) B IR e i
5 1 (Arabidopsis histidine-phosphotransfer proteins,
AHPs) I 31 0
1.2 B EBE—AHP

UL I 2 R 21 9t R S S B R e B B FH (AHP 1~
AHPS), EATTEH KIFE D Re I R -7 H AR BE R AL A7
Ry Ty ANE R AL g Y — A R = AH SRR B R AL AL
s BB BR e # 5 F (APHP 1/AHP6) (SuzukiZs
2000; Schaller5$2008). fE4HHL s F F A5 5 T,
AHPsRE 58 T A 5T P4 JEE R A P 70 28 3 32 A L R 1
A5 5 W A% 2 2 A0 T AN IR A I AT BB Y e B 3 9
[X]-¥-(Arabidopsis response regulators, ARRs) I~ fiff
FLAR I, AHPsHIERIEANZ B S B AR A F0 248
RFAE TS S, HAEGH 540 R
I3 BCZ A6 2 AR FF — M 8 5 -F #7 (PunwaniZ$2010;
PunwanifliKieber 2010). IhHE G I AR/ My £
BIAHP1. AHP2. AHP3FIAHPS N4/ R (G
5 1B B B Z AR D RE U AR 1% AHP4
XA R AR T AU, (BAEA G0 RN
M 2 3T 5 1) AU 45 R R P A FH (Hutchison
2£2006). AHP6H Tt Z HZ BRBE IR LA 45, [RlIk

NEBEHRBREBE A BRI LRSS
KU, AHP6Z B 15 5 4% #% [ A ] EX 7, AN A1)
o TR 5 [ N AHK s [ 2 20 1R Tk 2 7 6 381 R A IR
BRIE, I BEAMHI AHP 1 ARR 1 (1) 2 1% 3% (Bishopp
22011),
1.3 REETETF

E A1 75 g TR R A 2 B T 10 AT A
1IANBRIARREEF . AR ARRSHR 38 5 HE 18 7 41 1)
7o P A AL T L 23 A S X (D' Agostino%5:2000;
Schaller 2008), S Bt | #57r ABYARRs FE A5 T4t
H & il (VisionZ52001; ZhangZ£2001); ifjid Fis A
A ARLARRs KA, RS20 58 R RARHIE )
FERMGI N ARRIFIARRS, FEAA A 23 LA [R] ) Y
(Ren%:2009). AMARRs A HA 15 50 A A
A T S A 5 e 3, DR A 40 4y
HEGETHSFPHEAMEIEN . BAARRsHERF AT
N3N MG WK RIE E T B (ARRI
ARR2. ARRIO. ARRII. ARRI2. ARRI4#l
ARRI18); W I E 24 B A (ARRI3FIARR21);
W GORIIH AL 5 24 B 51 (ARRT9HMIARR20) (Mason
262004; Schaller%:2008). B ARRs#[EA — /M
SF RS 5 B OR AN — AN K R ity 1E e 45 4 35k, 7EC
ity AR 5 M3 R A (R 51 I GARPI, BAJARRsH] L
T GARPISE B 2 A B0 I [N 45 & 9F B H i
(Mason%$2005).

gx ERTR A0 o R S SR S A
My K 52 R AHKs S &, JHHE ik, K5
VB TR 2 [ 8 28 J o PR B TR 5 7% B T AHPs K
R, WAL 1 AHPsEE N 20 i A% 1 1ol 12 525 (A1 #4675 45
ST T ARRs, AT ARRs U154l 43 4 R
5%, B ARRSHRE $IE 3 PR S5 33t 1 o0 =45 40 g 43
R NN, I HBRARRS A LLEGE ARLARRS
BRI 36, AYARRSYE 40 il 73 24 3 1 F i 4
IRl 7 AT L3 B AL ARRs (K35 1, AT il — A i

REEANTE ] R e S ERE
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gk I R S [0 B 7% % i (adenosine phos-
phate-isopentenyltransferases, IPTs) &4l 0 7 24 & A
WiE R — D AR, R IRIERS . [PTs2 5
e e RASK (iptl, 3,5, 7) AN 25 op [ 4 55 T
B 58 A e 2k, A AR it 0 48 i 4y 2R 3 R LR
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MZEP I A4EE T R, T HAT 7B RON, R
2 7 54 3R R 0 245 T 12 41 B 1 4 5 (Matsu-
moto-KitanoZ52008). U Fd 77 3 K 40 & B9 IPT
BAUFEK (ALIPTI~AIPTY). *4iptl, 3,5, 704 A8 1k
1) 25 4 4 3 B AR B AR B, 2R RUE B
Jo e B K R 3 R R B KR R,
W B A R R 1) 2 1 e Blliped, 3,5, 7VU S AR AR A A
(AR b, AR B2 BITE PR S IE R, X R B2
Je AR A G BOK B 41 B 73 2R 3 R AR A R T ik
BEWIRE, R R 2K me b — M Ihae
AH 1 7 Uik 22 2F B HF (Kieber flSchaller
2014).

AR TR b ) 1 40 i 43 284 35 mT LA 3o 7
BB A EYETER B SRR,
T RS R 22 (1 5 56 25 R R A (T IR 1)
(R 2 ) 24 25 - 5@ I LONELY GUY (LOG)f B
PR A LA AR TS I ) R A AT 2 2 2R (K-
berflISchaller 2014), 1524 & & A2 IbHLH (ba-
sic Helix-Loop-Helix)# s Al F 2 4L 5 UK F 1)
# I T (De Rybel252013). i1 AT 58 K I
bHLH# 5% R 7 7 LU % LOGHE [A] 1 28 32k 1 1 4%
Ay A5 5 I 4EE 411K B (De Rybel 5%
2014; Ohashi-Ito%52014), LONESOME HIGHWAY
(LHW). TARGET OF MONOPTEROS5 (TMO5) /%
HEJEHE I TMOS-LIKE] (T5L1)J8 TbHLH#: 3%
PRl F 5k HLAT IR S — 3R . LHW-TMOS i it
AR Y HLRLOGHMFHE FOR A= i R &=
(1945 B, 33 1T 2 3 D il J2 40 B FR 39 B (Dee Rybel
2:2014); 522 2548, LHW-TSLIE e i 4545 40
IR LOG3FILOGH i 5ok I M 7 R R &
R, BE T AR 2 Y B2 40 B R B, [RIE (iE dE4 HP6
(14 2 325 00 11 240 R 93 2R 25 TR ' T 4 R A Joi 50 i 4
Y M5 B AEA 7 240 B, REHLHW-TSL1M5 5 i %
FEA T AT A A M AR M5 5 b, I YR 4
5y R FAT 5 M AR 2R 2 R R A0 ) 3 e
(Ohashi-1to%52014).

HE BB R CKI1 (CYTOKININ INDEPEN-
DENT )6t = 5410 7 2 2= 456G FICHASES, 4id
FIE CKII R DA 61 40 i 73 3R 25 1 7 e 14 2
58 (Kakimoto 1996). ahk2 ahk3 X 5&A8 A4 Fik
FAK CKIT] L5310 5T 1l J2 4 6 164 B ek 55 P 175

W, I BFRK CKII 35 £ ffahk2 ahk3XU5EAE A h
TV Bz 20 14 5 5 i 24, RWICKITF g2 5 41
o 2R ER MG 5 1845 5T HUR 2 T8 152 20 M 1) 14 5
(Hejatko2009).

TEMRTE BUE R IB 40 i 7 24 3 5 AU
B CKX 23 320 M 73 24 30 R JE A A A 4% 1) A
Kk 59 (Nieminens52008). fEUFG I+, ZHAE
R WG B S I B e # g i R (1) T-DN A4
A VU H R AR R IAS BT B Bz, I H 22 A0
HR 4% 1) A K Uk 55 (Matsumoto-Kitano%52008) .
Ab, IR IT 4 4 R B CK L, AHK2F1AHK3
T8 A 45 T R A G B R (B0 4 KR T B 4
FEIE I 1 2 46 K B (Hejatkod#2009). Ll Fix sy
W TR A R 2 2T R K B I R % [
T, S S5 SHUHIER ] A A R 4% B S
H, B BU= 40 i 3G 58 B R kAR AR
£:(Matsumoto-KitanoZ$2008; NieminenZ$2008).
3 HAAS R RINHIARBRE IR

I HARE 7C K LCRE1/WOL/AHK4 2 B A F Ff
AN [F) T g B BE R W, Th RE AR T 5 45 & i) 4
Ji 73 2R B 7K F-(Mdhonens52006) . 4 il 73 54 3R
WP BN, CRE1/WOL/AHK4 3 B AT {5 B F2 14 1)
fE; AP R IR KA, CREl/WOL/AHK4 3 %
T LR ThRE . MR K E i CREL/
WOL/AHK 42 XA 5 P e i BRI A, FEwol 5%
AR, A R R ZIRR S 2B TR
PELAG, AN BUR R T B2 40 i s e 1 23 A0 8 TR
AR JTER, 38 3 BUR rh R > R A S AR R o R
(Mihonen%$2000; Dettmerd52009), crel ahk2 ahk3
=RAR, arrl arrl0 arrl2=38781K ., ahpl,2,3,4,5
T RARARH AT LI KT wol RAZRI R A, 1X
L TR A v A 2R S8 AN EH M — (%) iR AR R B A
(Higuchi%$2004; Nishimura%$2004; Hutchison%
2006; Yokoyama®$2007; Argyros“52008), I £l fits
o N S RE W N 55 0 A Al i = At
P H LI AR L T

2 i 53 24 & AL B (cytokinin oxidase/dehydro-
genase, CKX) 1 J6 27 TR ORI, REARR 7 (1) 1%
FRAN 73 BRI R IR N B F AN A g, LR
I TR AR 7 R R AR (CKX 1~CKXT), BA
AT 1R V248 B s A2 R & — 1 o CKX 72 ME—
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FE R 5T e AL I 240 1 3 R R AL g, CKXT73 R IAHE
PR, BT CKX7HIRIE BT 5 3 B4 M 7 2 30K
i F /8 CRE1/WOL/AHKA 3= S47 {1 2= B R AL 1)
R 11 07 U 425 20 M o) R 3RS Sl g, AR ER I
A wol FRAZ AR 1) 2 AL (Ko1lmer452014) .

T 73R B wol 53 AR 1) e B e s A HP6 Ty e ik
R RAZARAN G o 41 i 73 2R 3% A7 458 5L AR AR Joid 35 1)
TE R, T AHP6 7 i 25 41 Ml 73 R E 55, K
AHPOXT Ji A2 A5 5 (1) 7 B T R 424 FH (B 1);
—J71H, ARG S FOHEAHP6R L X
B, AR T — R e YONE R IR & E
UM RGN PR L E RAKE
(Midhonen®$2006). i 4K =15 FAHPOI R
&, AR K ER TR VR 2 AR O3 2 R U I — R L
#il(Bishopp%§2011), S5 MR 4E K Z 75 FARIARRS
(ONLERARAL . 7RS4 M R rh, AR Kl B
PG AR ARRs 5L [RIARR7FIARR 1 5K A5 B 4 i 73 54
AT T 005 L AT 40 i 4 R R AE T (Miller
FiSheen 2008).

Y HEAEKRERBAT A EH A
A EAEHEL, AHP6 SUI R MAEK R
T RS R 1T 3 (Bishoppa52011) . UL FT AR 4R
R, oAy R AR B B 48 R R m AR K
FAMK R0 B 2 R F AT 5, 10 5% FJ2 48 i v )
AR REMRIEKREES . — M
E A ) PR ATL A e B e TR TR S 0 L s 1 44
Iy R FAG 5 R PINs Rk FIPINEE [ R 1) 22 oL,
TP A0 T 4 B 23 24 2 IR PINGE Bl e 6 5k B R %
FS2 2 4 i F A A ER A TR [ A AR 24 i, X
W6 o3 A 2H 2R A B o A D S AR R B, T R A )
K EES AL AHPO I 5%, [ Sk 40
4y 242115 5 (1) (Bishopp252011). JiAE A5
11 T T BSR4 B 43 28 3R A S IR T R, AR
SO T o AHPO K 5 SRR ], AHPOfEARRIS
JR BRAEAR (1) 4 2 3R IE, TV e — Fh 25 1)
()77 2 A0 5 23R B4 5 R A R AR R BT B I
¥ 5 (M&honenZ52006). 4> XX WA K E +
(248 AH 2 PINER [ 7K F, 3R 89 AR KR AT40
RFNAM BT KRG KT R EEAR
H (Bishopp&52011). {EFURI TR )70 A2 H D, —
J5TH, BEYARRs (ARRIFIARRI2)INHISHY2/IAA3%%
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Fig.1 A schematic illustration of cytokinin regulating
vascular development

2% Delay%(2013)— L.
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2009; Jones%52010).
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AN FE AR ST I IR R R A KK E
A R, MR IT R A 3 el F5 A%
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i 7L FK BHFBRI2AICREL L AHP 1 BB (A 2 A,
FBR12j@ it 2 £ FBR12-AHP 1 & & ¥k b 5 16 12
1A B AR AHPG6. ARRISFIARRI 61221k DL
M T VR 4 20 i 4 28 2R A 5 32 T 400 o801 A J5i 350 ) TR
(E1), T4 i 4y 2 2= M2 3 FBR12 A\CRE1-AHP1 -
FBRI2H & A f(Rens2013).
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