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TR, 5 A B RS IA BIEEAR o b1 IR 5 0 5 HORE W08 3 TR 428 WT R R 400 v — e FEE DR ST (R TL )« 40 M0 23 3% (CK)
AN M EZEE S0 T, WEEYAERKRKE R HE. EVEECKIACT h A G, i, Kif. Hibfe
ANEE A 2 (B (A TRz, B (R E RIS B A 2 A E VECKIF KT RS 5 3 SR R 2 . %5048 T CKINAE &
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Ty ERE A i S B R s B SR, T
WALAE RMCEAME 828 T, —RHED(FE —F4
M AR R ) A A 2 RS e PP R 2 AR
MERREE S AAKFEE P EZEFE, MR
T ADAE K A I B B — Mo R ALAR, 9 T
WIRVIBI AL A S 5AT, P r ik ERELE K S KE
751 B W) 6 B 3 52 R IR /iR Bk 5 i & (Baskin and
Baskin, 2014; FHEZFEEE, 2019). fE/KFE(Oryza sa-
tiva). /N (Triticum aestivum)fl LK (Zea mays)4s
KRR, P WGR AR — Fh AR 1) AR 201
R, JREREKINYIME 5855, B AR
FRME ORI R . B, 24 R I8 B RS W
i, B2 5 18 UK 7T B K (preharvesting  sprout-
ing), M2 FARM IR )M E. H—77
I, FARRIRA AT g R S R R BT
B, ZAFEEEMAERKA R, g ™= mEY
{7~ & (Bewley et al., 2013; & 1E1ELE, 2014).

WEFER I, Fh BRI BE K-S W K A2 B I8 A% FIER
BE R 2 L A e 1), HrRAE YR R T B A
W — P AR ST FIPLAI (Nonogaki, 2014, 2017).

Wk H #9: 2020-08-03; 252 H #: 2021-01-05

574 B2 (abscisic acid, ABA)% 3 4 FEfh-ARHR, #0
il TR 75 3 (gibberellin, GA) g # F 1
AN UABA KT B 17 & 1) 410 1 /E H (Nonogaki,
2019; Zubo and Schaller, 2020). [ 7 ABAFIGA%L,
4 43 24 25 (cytokinin, CK). Z. 4% (ethylene)flA: K%
(auxin) 78 it 5~ 10 A B RS T8O i & b i B 24
(Shu et al., 2016).

YA > 2R — PR E BN YR, EIEEEY)
KRBV Z R CEAIE, SHRRAHH R R
o, ZAMRMAEK., Tumftigse. 28, B
AR TR E B FRAG T ALE DL AP AR A= Py e
Hymi & (Hwang et al.,, 2012; Jameson and Song,
2016; Wybouw and De Rybel, 2019). ¥4k, CKH
WG SR, JEH R CKAE 5 T 2 B 7T HL
57 EEYEE (Lomin et al., 2018; Arkhipov et al.,
2019; Hallmark and Rashotte, 2019; Chen et al.,
2020). ACAELRIRCKIMAED & RS R R HAE 5%
SRR F, BEANHCKIAER TR E KR S5 K
MIRE TS, JFRH 1 7E A G 5 Bk — B W ST A}
R, BN CKIAEM T K & RIS & 1)
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2T HERIE S,

1 HESRENEVER. BFRSKRE

T T R AR A AE (I CKIE BRE 04 (TR, FENCHR
HAANH 57K S (isoprene) R A= (N 85 5 & 1455 &
BANEE, 73 AR KR —IRCK (isoprenoid CK)F
77 FJCK (aromatic CK) (Sakakibara, 2006). 255
TR = 4 CK AL 38 N®- 57 [ 4 I "2 14 (N®-isopentenyla-
denine, iP). &\ &K % (trans-zeatin, tZ). izl KK
% (cis-zeatin, cZ)f1 & T K & (dihydrozeatin, DZ).
Horp, EEATAEY R RAZIP LRSS, H
TEARFEFIEYF . AR B W BRI 5
(Sakakibara, 2006). {1, tZA1iP %4 CK & /e IF
(Arabidopsis thaliana) ) £ £ 2, 1cZAICKMI
TEET T K. /KRG E Y S (Cicer arietinum). i
75 FJCK, tnortho-topolin. meta-topolin Az H: 1 4 3
#1490 (%3 %) N ortho-methoxytopolin Flmeta-metho-
xytopolin) 18- % [l ' 14 (6-benzyladenine, 6-BA)
ATy . RE—2 N T AR IICKATAE
VIR AWEE, (R RIEREY) R CKETEETE
X2 E A (free base) CK (Hothorn et al., 2011;
Lomin et al., 2015), {HCK L A] g LAAETE M A7 1,
AR (L P 1S R S T S BR PR NE 12 ) R T R (S
WO BE SR 4B 1N IR L) (Kieber and Schaller,
2018).

3 2R 3R W BN R BB AR AN 2R Gk, (H
SEBR FEATTREAEAE YD AR A B AS [R]HAL & RO EE A
(Sakakibara, 2006). CHKif it A< i #5 (32 2 LI Z-#% H
T ) MARIE S 1) 25, B RE 6% 38 i ) i 5 (3= ZLLLIP
A CK I T 20) M 2512 %t 21 4R (Kieber and Schaller,
2018). YA Hu A ) 1 CKIV /K T AR &
Ao AL TR BRARAISHEAT, AT PeE 40 i
CK#) 1 5 52 & (Sakakibara, 2006; Jameson and
Song, 2016). Y4 H CK R FHAREII ) 2 FE 2R
BR, BT TR A L A AT R CKAE A 32 2 4%
Hl#l(HoSek et al., 2020).

1.1 YRS HENEIER
111 ARDPREZELEVERNETERN

AR 7> R R B A BRI R ) 20 BRI R T 0 R A St 1K

I 3L % 7% W (isopentenyltransferase, IPT) 7 5l #
AMP . ADPL# ATP Al — F 3 75 4% 5 — B IR (dime-
thylallyl diphosphate, DMAPP)# {t. }yiP-1% # & (iP-
nucleotide) (Sakakibara, 2006; Frébort et al., 2011).
iP-4% T 92 5 1 41 i (4 2% P450 . fin 4 B (cytochrome
P450 monooxygenase, CYP735A): 4k tZ-1% 1 1%
(Hirose et al., 2008). CKH% 1 5'- 5.7 i i B A% Wi /K i
f (cytokinin nucleoside 5'-monophosphate phos-
phoribohydrolaseziLOG (lonely guy)) B B85 tZ-#%
TR AIP-1Z 1 R i il B A CK, A6 £ K K (zeatin,
Z)FiP (1) (Kurakawa et al., 2007; Frébort et al.,
2011).

Y& ATP/ADP/AMP+DMAPP

IPT ¢
CYP735A
LOG |
. T
{ C.
b S
N
et Hf
HP

VT

Type-B RRs—Type-A RRs

v
CKEL;

Bl i 2R (CKRBIANE 5 3 S48 (2 E Kieber and
Schaller, 2018; Zubo and Schaller, 2020)

Ade: JIREERS; ADP: R ZBERR; AMP: IR —BEER; ATP: iR
T =R, CKX: CKE LR/l E 8, CYP735A: 4iifil {43 P450
BINARE; cZOG: M EAKER-O-HEEEH NG, DMAPP: —
FRLTO MR R, HK: AN, HP: AZMBEREH R
F; IPT: 5 0A L % 5, LOG: CKAZ TS5~ B 1 R 1 B A% B 7K
fi#tlE; SC: fll%E; Type-B RRs: KM -BK MR F; Type-A
RRs: ZKA-Af MR 1 UGT: UDPHERHH i

Figure 1 A model of cytokinin (CK) metabolism and sig-
naling transduction (modified from Kieber and Schaller, 2018;
Zubo and Schaller, 2020)

Ade: Adenine; ADP: Adenosine diphosphate; AMP: Adeno-
sine monophosphate; ATP: Adenosine triphosphate; CKX:
CK oxidase/dehydrogenase; CYP735A: Cytochrome P450
monooxygenase; cZOG: cis-Zeatin-O-glucosyltransferase;
DMAPP: Dimethylallyl diphosphate; HK: Histidin (His) ki-
nase; HP: His phosphotransfer protein; IPT: Isopentenyl-
transferase; LOG: CK nucleoside 5-monophosphate phos-
phoribohydrolase; SC: Sidechain; Type-B RRs: Type-B re-
sponse regulators; Type-A RRs: Type-A response regula-
tors; UGT: UDP glycosyltransferase
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BeAh, ERICKIE AR A, tRNABE & NCKIK L

THCK. —EBRNAFISE & LURHIT L 55151
HAME R BTG T, ItRNASYRIRNASY, {1178 = %
AR5 1 e IR R . DR, tRNAR R X
“J#HAL(RNA prenylation) % /b 7E FERFFE 147 BT
CKIJF=4 o P2 CKIR AR I 55 — 0 EHtRNA S b 3k
£ liff (tRNA-isopentenyltransferase, tRNA-IPT)fi 1k
(Sakakibara, 2006). I TtRNAR)F X IS E1
MR EE, RHtRNAR) B /2 cZ 84 CKIK — Fh R
B 2 AL (cis-hydroxylating enzyme) ) 2E 4k 14
Ji 4 AR 4 5E (Sakakibara, 2006). FtRNARE i
FIBT FEE B, tRNAR BE A & CKG il 32 23k 4%
B — S5 Yp fof (40 B K MK AE ) & A R E HIcZ B CK,
T tRNARTAE (1) CKA N 4 24 (Sakakibara, 2006).

112 KRR ZHBERSRENEIER

H 1 CZE LB 7T (Takei et al., 2001). %422 (Petunia
hybrida) (Zubko et al., 2002) 11 i 1£ (Humulus
lupulus) (Sakano et al., 2004)F %5 TIPTH K, 7
W, 7NIPTR K (AUPTLAIALPT3-8)% 5 CK
IE )& i (Takei et al., 2001). AL BFFL R, HY)
IPT 5] H ADPELATPT A & AMPAE Ay 57 136 0
%24k, 7= EiIP-1% 15 B2 (iP riboside 5'-dip-
hosphate, iPRDP)&LiP-1% #5'- = # & (iP riboside
5'-triphosphate, iPRTP) (Sakano et al., 2004;
Hosek et al., 2020). AtIPT1xfAMP. ADPAIATPI]
KnfE 4> %918, 14.6F111.4 pmol-L™", XDMAPP]
KnfE 798.3 pmol-L™" (Takei et al., 2001). AtIPT45%}
ADP. ATPHIDMAPPHIK 437 89.1. 3.4F111.6
umol-L™" (Kakimoto, 2001). 7Eid Fik(F—AtUPTHIH
BT R R T, IPHICKEEMRER, RUHMEN
APT XS T2 S 1 A A 4k #5 2LA AH AL 4 JER 400 i 47
(Sakakibara et al., 2005).

DMAPP:# o F 2 7R #4753 12 (methy lery thritol
phosphate, MEP)i& 12 #l1 B 2 [ % (mevalonate, MVA)
WA, A7 E T AR B 4 5 (Saka-
kibara, 2006). *4DMAPP{E ACKEY) A R R AT,
HEEFYRiP-Z IR 7 H I T 16 R (hyd-
roxymethylbutenyl diphosphate, HMBDP) f& —

MEP & 4% (A e 4, 41IPTAEH FHMBDPHY,
REfS B HE K U Z-1% 17 R (Sakakibara, 2006). 7F 4%
(Nicotiana tabacum) BY-2 41 fiti tf, & 1% b 7T
(lovastatin, MVAI& % K0 751 ) v] 2 2 jk > CKI¥ AR
£, RYIMVAIR AL & 2 57 I I CKABE (1) A 6 ok
V. FERNEGITH, AtPT1. AtIPT3. AtIPTS5FIALIPTS
SE AL T Ak (Kasahara et al.,, 2004); 1E%# %14 K,
AtIPT3FIAPTS & &) B R 2448 Bk Hh (1) 36 22 5 4
(Miyawaki et al., 2004). F i, JiALT & =2y
HIPRICKAED & ) EZE A 2% . I FHXTMEPEL#
MVA R 72 45 5 1 PCHR L 10 BT Pk A7 1 3 1k S 36 %
B, IPFItZ A CKIW 28 el — M 4 3 22 R JE T MEP
%1% (Kasahara et al., 2004), X 5PV 40 i1 2 17
iR —.

1.1.3 FEERARIVRNEDER

F A BCK (W16-BAFItopolin) L4 75 — Le i 4 vl 4
€, B4 2B (Populus) (Strnad, 1997) #1474 7
(Tarkowska et al., 2003), {H'EAT& i A7 76 T4
I e ANE R  REENRI HBSRICKIGEH:, HIL
AW E BORH 5 A B R AR AN B . 5 B IRCK S 28 7
I3 ) CKBIT 5 S 1 T AR 52 A4 #1858 17 31 3% 2 K 704 1)
CKi i, Bk — & R A 5HRES SR
SuAH EAE F BIALE AT §EAH R (Mok et al., 2005). fE#&
fifi(Solanum lycopersicum)f jz 414, 6-BARI &1
B — P PASORE 1A 254 i 571 35 & iz il (metyrapone)
SR 21401 (Sakakibara, 2006). AR AR5 M
ANiERE, (HCYP735AE # H & MIP450 R fE &= 5
topolin £ & ik (Sakakibara, 2006).

12 HRSRENERSKE

1.2.1 SR AEMR S RROER

o it 4y 24 2K A AL 8/ i U85 (cytokinin - oxidase/dehy-
drogenase, CKX)7E N4 I A ] 33 1 524 it i 15 75
CKHMCKRZ 1, LABEAR AP i 1 CKI K~ (& 1)
(Sakakibara, 2006; Tuan et al., 2019; Chen et al.,
2020). HFFEARI, CKXHIE Rk FHAEHCKIKFFF
A Z PR & kB, (ZRIPETAEY CKXZLE, {HDZAN
ANTLTERIICK (tn#Ezsh & (kinetin) #16-BA) X CKXHH
K B AP (Zalabak et al., 2014),
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122 HRASHREMEECSEEREL

Jini 2 % 2K 3R -O- i Kl 5= 5% #% I8 (cis-zeatin-O-glucosyl-
transferase, cZOG)EALIZ. cZFIDZ {4k ¥ 3k 4
FE Ak O- 7 ¥ ¥ (O-glucoside) (& 1) Bk O- A K £
(O-xyloside); O-FiiEHLAY /& A (1), REHl B-TIKE 1 i
(B-glucosidase, BGlc)Z: #i L4k (deglycosylation), =
AR E TG TECK (Sakakibara, 2006). UDP#E 3L 4%
#HEF(UDP glycosyltransferase, UGT)fi#: {1k CK7E ML
AT INS. N7HRINOLL B A6 B 5 A4 il N1 B L
(N-glucoside), BGIc/A e A Hb 24 fiFE N- % # 45 &
(N-glucoconjugate), [K1tt, B b N-7B% 5102 A
AJ ¥ [ (Sakakibara, 2006).

Y1 B 7> 4 2% 14 R SR 5 A AR AR I e R e A
s, RS A NCKA R ECKZ R4 &
(Spichal et al., 2004). 4 O-7]HHF FIN- B fa
MR ZE e AR T R LA IEATE R, H 5 R O-
AR A N R CKRE e E . BIRECK
O-71 Hl HE A0 A X I B K T8k %5 58 (Mok et al., 2005),
H M2 6 FN-ERE LI o T A5 B . TR
FFH, UGT76C1AIUGT76C27E N7 B NONT B % bl AL
th— R B CKAg 3L, tH7ENT AL B b L 1btz, £
tZ-O-% § ¥ (tZ-O-glucoside) (Hou et al., 2004).

2 WS REESES

MM RRE S FERBEBYWINNAN G TS
%4t (two-component signaling system), = ZH
H TR (histidine (His) kinase, HK). 2 2 B2 i iz
% (1 (His phosphotransfer protein, HP)1 5 i
A $% K ¥ (response regulator, RR). FAHK{ENCK
24k, HPIG(E 5 MHKFE 3 220 i iZ IRR, A
FERE L (1, &12) (Hwang et al., 2012; Kie-
ber and Schaller, 2018; Lomin et al., 2018; Arkhipov
et al., 2019; Hallmark and Rashotte, 2019; Zubo
and Schaller, 2020). X%+ %¢ )% H % bimolecular
fluorescence complementation, BiFC)sZ&iERH, i
M IFCK2ZKAHK (Arabidopsis HK) 2—4jft 5AHP
(Arabidopsis HP)1-3#H F.AEH, H.JGH & if;
CKEZ AR BRI 1 [R5 A 7 5 — 2R 44 (Arkhipov et al.,
2019). AHK-AHKFTAHK-AHP {41 BLAF 1 32 5 5 fir

T A 5 M (endoplasmic reticulum, ER); #ifx, &Ff
IR 7 B 1 (AHP) 1 [RIJ8 AL Y5 — AR E B T
Y 40 9 A% (Arkhipov et al., 2019).

2.1 ARBRHES
HE R & 1R ~F I 5 CKE & 1 4 CHASE
(cyclases/His kinases-associated sensing extra-
cellular)X 1. Z/b2/ i (transmembrane, TM)4k
Py 35 A1 4 i 5 [X 4% (1 2) (Hwang et al., 2012;
Lomin et al., 2018; Arkhipov et al., 2019). HKZE %
E 0T ERJE(Wulfetange et al., 2011). CHASE[X
Bz 285k (sensor module, SM), [ W ERfF B
Jii A4 (apoplast), 45 — % 5t [H (dimerization in-
terface, DI). PAS (Per-Arnt-Sim)4 i35 F125PAS 45
¥J 48 (Hothorn et al., 2011; Steklov et al., 2013;
Romanov et al., 2018). TMIX 45 1 2-51 o4 g ZE fif
¥ . fF 5% 2 (S. tuberosum) CK 214 ) N ¥,
StHK2. StHK3FIStHKA K] _FiiF TR e I 5 & 43 73
3. 2111~ (Steklov et al., 2013). HKFAZH i 5 345 5
FE AL I B (catalytic module) iU 25 15 He (receiver
module). {4k #EH I HK-— % 4k (HisKA=L# DHpD)
FIH-ATPase (CAD) % #4358 4H i (Pekarova et al.,
2016); FEUSES S RIS 45 7 I (receiver-like
domain, REC-like) 1z Us #% £ 1) 4 (receiver domain,
REC), ‘&A1 T-HKHE H 1) C-¥(&2) (Lomin et al.,
2018; Pekarova et al., 2018; Arkhipov et al., 2019).
(HAFIE R B2, AHKA[R] I B A 4 20 R i A0 135 12 1
T AERCAR B Z R, AHKA R BEER B G PE S = T
PRl S T, BE KA H B A S5 M B BB IR B, AT
T FE AT AR 38 F I R JE [4] (MAhonen et al., 2006).
IKFE PRI A R E CKAZ AR 7 51 I EE X 43 AT
FW], TR R B N AEAE AN CKSZ AR Hh i (1)
AL (Lomin et al., 2018). 7F L4 2 {1k it
B4 THY Ny G1. FRIG2E: 7, 7R gs it
Y 5E 7 DD-D-KEL 7 o P57 741 & AT I RR AL I His Al
RAGTR(Asp)ikFk . StHK27E H B 2% 45 ) I rb 25
FANMRSFHIAsp, KT IR FFAHK2, F i SIHK2
LK HEOsHKIMOsHKS 1 Al Y5 A [l . SR 1, ZEHEdids
gl Fa 3k b 1 4 SR 9R DD-D-K &L J7 5 BRI 45 Fa 3k o 1)
AH R 51 JLF-JC A [F] 5 (Lomin et al., 2018).
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el

4ff R T

| HPY

HRARTR AR TS
B2 iR EGESEFEREHIS TR (% H
Lomin et al., 2018; Arkhipov et al., 2019)

Y1 43 4 20 1 5 M o 1Y) 4 T (M ) U il 2 kI 5%,
His T R 5 7 55 114 4 8 B A0 MO A%, AT 0% 40 B i R 1 3% 7%
HTFH M. CK: 47y 5, ATP: I =WkEg; ADP: Jgir —
BEER; P: BEER; D: IRSFMRAEMR; H: fR5FIUHis; DI: &%
ML) T Rk S G I8, PASHIPAS-like: &7 2845 1
CHASE 45 ¥y i) 1 45 ¥ 38, TMAFITM2: %5 i 45 #g 38i 1 Fi2;
HisKA (DHpD): His#lEALS #4380 ( = 5% & 1E H A His B R 7% 75
4EH3k); H-ATPase (CAD): IR = ERRE S5 (L S ATP
G4 MIE), REC-like: JE £, REC: B340
I, HPt: & Hisih B g4 #2 B (B iR 8 H); RR-B: BAY
SRS RPE R F (53R ). B -8 FAH EAE (PP A
LRI,

Figure 2 Intermolecular interactions in the cytokinin sig-
naling pathway (modified from Lomin et al., 2018; Arkhipov
etal., 2019)

Cytokinin signaling is perceived by membrane-localized
Histidine (His) kinase receptors and is transduced to nucleus
through a His phosphotransfer protein to activate a family of
transcription factors in the nucleus. CK: Cytokinin; ATP:
Adenosine triphosphate; ADP: Adenosine diphosphate; P:
Phosphate; D: Conserved Aspartate; H: Conserved His; DI:
Dimerization interface domain of the sensor module; PAS

and PAS-like: Subdomains of the CHASE domain of the
sensor module; TM1 and TM2: Transmembrane domain 1
and 2; HisKA (DHpD): His kinase A domain (dimerization
and His phosphotransfer domain); H-ATPase (CAD): Ade-
nosine triphosphatase domain (catalytic and ATP-binding
domain); REC-like: Receiver-like domain; REC: Receiver
domain; HPt: His-containing phosphotransfer protein (phos-
photransmitter); RR-B: Type B response regulator (transcrip-
tion factor). Protein-protein interactions (PPI) are indicated
by a red dotted line.

22 ‘AEERMERERER

ECKE 5 Sig% T, HP (BFCAHIsBE R L3 5 A
(His phosphotransmitter, HPt))7E HKSZ 4 ft] 1 i it
TEH, I SBERRIEAE 2 0 BRI F 7 h i 1L FTHK
SR TR 45 ) S 78 B RR$ W 2 45 R 18 (1811,
2) (Hwang et al., 2012; Arkhipov et al., 2019). AHP
ANHGEAENE, s ERAEARRE S R A 1
B REE R K . AHP 2 CKIE 5% S TUAR I IE 4%
[A-¥-(Hutchison et al., 2006), {H &AM E
HK (2 CKI1 (CYTOKININ-INDEPENDENT1))jtz
fEH(Liu et al., 2017). AHPZE 124 1/ME 55 12 bt
RIRIRHE, 12Tk HE REAE AR AR N B — S AL Z(NO)
S-LAHMEAL, MHIAHPIE UBERR e 78 B A 1R, B
IR AHP A HK 32 W 125 12 5 JF # L 5 #% BIRR A g
(Feng et al., 2013).

R AL 146 118 S T A BAEM S (higher-
order)Dh REER K RALH) 70 M W], AHPIEDIRE EIUR
HATPAA I £ 5 2 A EAE ], BRI IE 1 78 2
XL [ (Deng et al., 2010). fE61AHP (AHP1-6),
AHP6ER = {57 (W Hisik e, [KUbAS e iR .,
R ATHAHP (pseudo-AHP). AHP6 7 il 1515 5 4 i
R, R RS AHPA-55% 4+ 5 i A 52 A4 (1 AH TAR
F(Lomin et al., 2018).

23 RNIBEEETF

R LFFER TR — AN R T KR, BE1MRSE
122 57 1 12 JE 1Y) Asp 5% it (Keshishian and Rashotte,
2015). RIBH ARGk AERGERE, RREE B W] 5
R3FRZEAY: AKL, BRIAICH (Schaller et al., 2007),
HHHARMBAIRR Y CKIE 5 F4 % (Kieber and
Schaller, 2018; Tuan et al., 2019; Zubo and Schal-
ler, 2020). B RRHEARR (Arabidopsis RR) 1.
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ARR2. ARR10-14F1ARR18-21, A&piHP#EIL 2% 4%
Ry 3 1) Asp Bk B IR AL W0, A v CKORONE ) IE 3
2 A1 AE F (Hwang et al., 2012). BFIRRAJHFFE &
AL SR H 2EMYB DNAZ £ 45
e 8 F) K C- i SE A1 o FE AL 2 485 R 3 A0 5 1 ER ST 0
Asplkt, % DRI AL IS HOE I, Asp Rl 1EJyiH
PEBERR AL OO . ZRMYB DNASE & 45 M3 5 144 1
(A/G) GAT#Z L DNATHIZE 4, ZIT X BRIRRT 45
A 1FH AEH S5 (Zubo et al., 2017; Zubo and Schal-
ler, 2020). ChlIP-seq (chromatin immunoprecipita-
tion combined with sequencing)si4t & 7~, BMRRYE
YR N LLCKAR i) 07 U5 AL s &, XFhd&
PAZEABLT 20 8RR 77 2XAR 2 A2 205 A Sel Bt 1 A T
(Zubo et al., 2017).

AMIARR (f1ARR3-9. ARR15-17) 11N i 2%
SERYIFNNANFL I C-oi AR 2L B, A ACKIE 57 31
fioR iR R AR, (H5BRRRAR, BATH =
LR PR B s R 48 B HY 45 1 3 (output domain) (Kieber
and Schaller, 2018). 7EXTCKIF &M H1, ATRRIE T
B RR ¥ B 5 WU #¢ 75 3 %% 3¢ (Taniguchi et al.,
2007), CK DA B2 1b Ak a8t i 7 30AS 2 ¥ 2 AIRR
(To et al., 2007). AR!ARR 1 1% CKAE 5 5 S L1
52 5BRARRE FAHP I BE IR, AT 3 3 2 A BR ek
1% 1% 18 5 BAY ARRBL S 45 IR 1Al g, LAosZb FOnh
[X 234 152 (Kieber and Schaller, 2014; Zubo and
Schaller, 2020),

24 WHRSRRESHSER

o R ESHKIPASE &, SFECZMAER ZRIEH
IR BOE, CKIME T 5 F ok 2800 T 5 A% A= 1 1
His-Asp fiff ig % 128 1% 42 1 17 (Keshishian and Ras-
hotte, 2015; Zschiedrich et al., 2016). 7E#E 1] 5244
ATPLS & 45 Fddlrr, ATPRAEZKAR, B8 BBk [4]
L HisKAZS #38 F AR ST I HISTR B 45 &, T IR
H R & (phosphohistidine). #RJ&, itk (hot) il iR 5
TE4 F PR 3 e B R U 38 45 A 3R 1/ LR 57 1) Asp Bk
b, WRIREHPUH EAEH, Rig b i iR L 5 4% 2
HPHR <7 IHisTRIE L. HPSE 17 %30 b (10 9 B8 56 - 4%
40 iz A B IR AL RREE 1 IR 5T I Asp ik 2k . ),
R L B RREEAS S DNALE &, HG CKELIE K] )
3 (K1, K2) (Kieber and Schaller, 2018; Pe-

karova et al., 2018; Arkhipov et al., 2019).

3 HRMSREMNMTRE. KERSHEX
RS

b Rl g R T 7 BEARRE AR BRI I AR S BB A
HIE AR IR (primary dormancy), #7414 ARHR 1135 5
R4 52 FE W 2 % (Shu et al., 2016; Nonogaki,
2017, 2019; RFAIREE, 2020a). WK, Fhr1F
CKIKFAE S S REBMTIRKE . RIRSHK
(1, K3) (Kieber and Schaller, 2018; Tuan et al.,
2019; Nguyen et al., 2020). 5 #(after-ripening)&
— PR TR AR BR ) 77 =X, R a5 0 CKR) 7K~ A
55T R AR A T B AR BR 55 5 K (Chitnis et al.,
2014).

31 ARESRENMTELERTM

7£ 2K L K FE AN K Z (Hordeum vulgare)H, CKI#j 7K
FEFFAC I SLEPHG N, ARBE & M1 BT B (Lur and
Setter, 1993). 7E E ARMKREELREMRIFF,
CKIEER B RIMA PR FE, w24 7 2
(Rijavec and Dermastia, 2010). NguyenZ5(2020)F)
HIHPLC-MS/MSHIl € | 54~ /N2 it i AESAN it 1 K¢
B Bh CKARE /K P 1484k, R BILAE T 24N B B
(R =R, rh 0 00 Fh 1 p CKUELK T EE 5 13
B BL3-51% . 5 il B A CK (tZF1cZ) K
PR BN TS, £ 5 B3 B
K, 2BV BDZAPHI KR T BB ATt iy
FICKIZ T (1ZR. cZRANIPR)KT-1E5/ K B M Bek
XK, (ZRAPREYACHAE S NI B, B
HIRAK; HcZRESN K B W B RFFAHAFE . CK
HAFRRZNT (trans-zeatin nucleotide) ) 7K - 7£ B 24
REBT IR AR5, IENBBITAR, tZNTH
KPR, {HcZNT (cis-zeatin nucleotide)#liPNT
(iP nucleotide) 7K~ 2.3 19 5; FE5 K B B BmE
M EICZNT, 54 1 cZNT/KF1E f5 31 (B Bt
HI=V)ESHE L/ BN B A, Zrr 265, MmiPNT
B AE S NANIVET Bk B E{E, 28V B 4T
&Ko WA [ CKEZL R cZBICKINO-FE AL LS &

(O-glucosylated conjugate) bl & —6tZMIDZ AT A
V), cZ-FIDZ-HEEES K B B B AR R R AR R R g,
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EHE) MTEE TR

IPT

LOG

il

HP

Type-B
RRs

() )7

Type-A

RRs
B3 FhyR B AEE RIS R S 4 2 R R (CK)AI NS 5 4%
S KR A (B ) 142 s 30 B (%03 Jameson et al.,
2016; Tuan et al., 2019; Nguyen et al., 2020)
IPT: SpIRJGHEEEREM; LOG: CKA% T 5'- BRI B BRAZ W /K MR
filg; CKX: CKELREG/ I A B, HK: AR FREEE, HP: AR
FREERE A, Type-B RRs: K M-B M AR T; Type-A
RRs: JM-A B 1% H 7

Figure 3 The model of the change of proteins (enzymes)
involved in cytokinin (CK) metabolism and signaling com-
ponents during seed development and germination (modified
from Jameson et al., 2016; Tuan et al., 2019; Nguyen et al.,
2020)

IPT: Isopentenyltransferase; LOG: CK nucleoside 5'-mo-
nophosphate phosphoribohydrolase; CKX: CK oxidase/
dehydrogenase; HK: Histidin (His) kinase; HP: His phos-
photransfer protein; Type-B RRs: Type-B response regula-
tors; Type-A RRs: Type-A response regulators

T tZ- 600 T (8 22 2 Z-9- 781 i 4 ) 7E S8 1N B I 25 %
K, BIZEVH B4k 850 52 )L R0,
Day4%(2008)F] FH #0638 B VI # (laser cap-
ture microdissection, LCM)${ AR X %8 5 4 K i AP+
HATHE S, 754 MR IEFL (syncytial endosperm) ik
W5 CKAED G BUFIE 5 4% F A SC I JE IR v 3 3Rk,
JEHRAUPTSE R B AL A i X RIEFFE T .
Belmonte%$(2013)#t 5t 1 W F I+ M+ K B L 2 I
X B R R IA, KILEERD T K B A Kb B

IPT4FIPT8 K i1 =F B ik 7 IR T & 5 i #L (chalazal
endosperm). XL R K H AT ECKEY)
G R P . /N2 B2 RES Fr (GeneChip )i 7t e Hebt
ik FEE R I QRT-PCR A % ], AC domain (fA i)
FIRLA452 (EARHR) 27 JE P BLM 7 ) Rl 48 5 JUE A
JEFL A LU E R N TalPT2- 248 51 (FE R ) ) 16 538 2% 0k
A K, AEIX 20 FE R B Fp - i ot R, TaCKX4-3
MTaCKX7-248FH7E R () R IL KPR B, fEREFL T
AEFFHLK K (Tuan et al., 2019). IPTZwfi5 1L CK
A A R BR R BRI B, H CKX M K CKIF 2k 7%
(Sakakibara, 2006; Frébort et al., 2011), ixiksk
KW, P B S AR AL o CKAK B T i A oK. AH
B, BEAE T R, AR FL A 2 A (iR KT B 3 B
i, 1H5FER RIS, tZANAE 200 5 R A f iR 41 41
rhg A 2], HAEAC Domaind [K Y b () & & LU 7E
RL4452%5 A 7 i B A (Tuan et al., 2019). fE27h % [A]
RUMF A FE A, AR FL AP KT/ T B 5 T
TaLOG8 1 Ik AL TaLOG3 2 [A i) ik /K °F T FE A 2%
(Tuan et al., 2019). IXLEHE K gL CKIEE i (LOG),
1 B OIS I CKRZ T IR % A 9 A W 1t 1A U
ACK (Kurakawa et al., 2007). b4k, 7 a2
i 2 R Y () R AR 7L 2 2 P K S 1 R B B KL AC
Domain it H1tZ7K V- () 2. 35 T B 5 HoAH B2 23 b kg
N TaGLUATR B () 3238 /K T BE — F(Tuan et al.,
2019). TaGLU4%uhs—Fhidid 54 /E - MCK4S &
YR TR )i 14 CK Y (Cairns and Esen, 2010).

MullerfliSheen (2008)f! % | % T4 (o e B H
(green fluorescent protein, GFP)[¥) XU 4H 7y J& 5% 8
(two-component sensor, TCS::GFP) LA W i fh 1
CKEFH FHF NS FANEKGFPE 5 HIM
FEAR T4 f FE AR I (hypophysis) (1 16 41 iU ffr B . 7EHE
e FSHR O IRRY B, BT QIR % 1615 54 S 4
OISR TE Y R B AHK4 . AHP2. AHP3. AHP5
AR ATIMIBRYARREE R IR L . IR BT T 9 IR NG B
W A T AR T T BB CKAE 5 5 R4 it 1 e W) RS
(Mller and Sheen, 2008).

32 HRSRFEMTRIRSALPHIER

JG E M (Acer truncatun) Ff 7 H 4 #AKAR, 0.1-
1,000 pmol-L ™" 2 HE i 1 T-5R60 K [ - 4 (Li
etal., 2009). %} (Dalbergia fusca)fh 1 1185 & A
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20.1=100 pymol-L™" 6-BARIE, {HA[#1 mmol-L™"
6-BAIH], #10 mmol-L™" 6-BA5E 4 I (X £ %A1
KFaR, 2008). b ik gh KB, CKA R Kk 1I1EH
HA 0 &S A R . Aradjo s (2019) % B,
0.5410.75 mmol-L™"#43h % T .3 52 i 95 42 £ 7% (Me-
dicago truncatula)fh—+ 15 & 2 O 2, (HE
NFAFERS, FEREETEA RIS AR R A K A2 B

TENEFT AL FEH, TaAHK4. TaARRIA
TaARR12{]R 1A /K F1EAC DomainFlRL44521 it
I RBLTBE, X S5IPAZI R FAE <. SR,
HETFIE 520K, AC Domainfit 1 TaARR12 (1) ik 7K
L RL4452 5 (% (Tuan et al., 2019). % T"TaARR12
J&TBARARR, HEHNCK N1 IE 7 K & /E H
(Kieber and Schaller, 2018), TaARR121K Al &
AC Domainfit v ICKJ Bi, M LE /N3 1 Rl 2t
FE R SARHR /R A o« 203 R AL IR 7L oF TaAHP2
TREF I R IK B b O T R SRT, ZEMh T ik
I (FFAE 5 30K), TaAHKA#R4HEAC Domainfiigl,
H R IA K LERL4452FE (% (Tuan et al., 2019). H
F AHK /& CK /] % {£& (Keshishian and Rashotte,
2015), Bk FiR2s S HH, RL44525%F CKIT) S B HU#
PESE I, AR ARER . 55— TR, FERR K
P B B b W (JF 48 J520-30°K), AC Domainfit 3,
H TaARRO 1) £ 15 /K - LE RL4452 % /& (Tuan et al.,
2019). tHTTaARR9JE T i CKIE 55 F AL
ARR (Kieber and Schaller, 2018), 7£ i #uit B4 1%
PRARIAC DomainFh 2L 4 CKIFY S B BBURRPE PR,
FoE FE AR RIR TR & . tk4h, AC Domainfit 3L
H AHKHREL [ 20 T B 1 7T 6 3 W CK BE 52 214101 il
NI 75 SRR o

7£ i 5. (Pisum sativum)F®h 7 i KL 2, 34
PsIPT 2 K 7E WK 5 4 /N 1 7 i 3R IA, H Rk 3
FELER T RO R T8, TR R G BRI, PSIPTTE
A AR AN ZE Hp i 3R A 3 JE B = (Jameson et al.,
2016). 3LOGHE: K TEMR K f5 4/ INiT 1) 7 o Rk
AR T 0T R G W1, EAERR 2 b 4 R 1A (Jame-
son et al., 2016). PSCKX2[{RIE/KF1EMRAK 547N
i 7 R B e 44 PSCKX SR R A 71 (PSCKXL
PSCKX3. PSCKX5HIPsCKX7)5 &, {H7E#; K id e
FARLAR /N . PSCKX2TE R IR AN 25 o 2 R 4 Bl 7R
Fik, MPsCKX1. PSCKX3. PSCKX5FIPSCKX77E

KB BRI T 0k B 3 1 S (Jameson et al.,
2016). 1ER K J5 4 /IS 50 5 F - Hh B A I 105 25 4
CKAICKE T, A $HtZMIP, {HDZHcZ K KFIRAK;
R AR BICK O-BLE N-Hi i 1 S A IR . WK S
2K, CKI/KF 21, FEE H T CKEZ R
7 iPRMP (iP ribosyl monophosphate) (] # Ji
cZRMP (cis-zeatin riboside monophosphate) #l
tZRMPIE I/ o 1 AR i CKOK P E K 5 11
RIEFNEME, SRJ5 TFE; HZE R CKAKFIERAK /55
Kigrm, G TR, EEZ2CKEERKTH T
(Jameson et al., 2016). XLLzE BRI, CKIED &
FSCAN 73 f A 5 o PR R DA OG

Jei (T ) 38 3 5 1 CK I /K SF A S 5 e S 3
R FHIAKIR 585 % . /N2 (AC domain)Ff 1751 fik 24
/NEJE T R 2R N0, TRIKT RS B R 2N 11%, B F
T HARIRERE; 205 21040 H B R -7 75K 24 /)
IS A IR R %2 95%, 2 W] I R 3k /N2 Bl 1 KA R
(Chitnis et al., 2014). FIHIEHFE A, Chitnisds
(2014) KB, HARJG WP FAHLL, J& 205 2E MK
HFEFA11LOG. 37GLU. 14CKXFI2ANZOGH:
R 2% B FE40NTERE N CKIE 5 3 3 B R I R &
o A AN GRS O 8 1R % BT (pseudo-response
regulator) ) APRRO%E A 7 5 24 Fh IR K s FE vh T
215% LA L (Chitnis et al., 2014).

33 WS RESHEEYAENEEREMT
KRS ZHRER

3.3.1 S HREREREMTFHL FHERIER
ABAI | 11 &, CKHE W # ABAXT 5 Ei (Lactuca
sativa) ' 1 i & (4 40 #1 /£ H (Kham, 1968) . 1
mmol-L™" ABAXJ ¥ i 1 (Dalbergia fusca)fh 71 Kk
(¥4 1 F B2 % 420.001-0.1 mmol-L™" 6-BAF##i
(RBEFERRFA R, 2008). i FILAPTSHEF#Kgiml
(germination insensitive to ABA mutant 1)745 {AFf
T R KT ABA UM, AUPT8 I Ihfig i 2k 5 3
ipt8-1-koflipt8-2-ko F AL 4 ;= A ABATS P ) 75 7E
giml1, AtPT8[ T #KIA fe i il (2 g CKI AN &
RIS CKAE 5, MM _ERCKIS 544 5 i i
AT (A ARR4-6) (Wang et al., 2011). 7EH /R
L B5 7+ Columbia-075 5t T, ABAXLH 8 1% i ik #71 l
AtPT3FIAPT8) 1k K-l /> CKIKy N I AP & B,
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B J5 B I A2 ARR4—6 [1] % ik 7K *F- (Wang et al.,
2011). EAh, FEHE R 10K IgimL%) i, ABAKLZE
SANHIAUPTIMAUPT8 I KL, FILAZIARRA-6(T]
FikFEF(Wang et al., 2011). EHEERMZ, giml
RAR A CKIK - I 3 & AN 22 B T ABAAE ) & B 2
Az, T A2 FEAK T ABAFI B I8 S B 5E Rl (W1 ABIS  (AB-
SCISIC ACID INSENSITIVE 5))f1%&1E/KF(Wang
etal., 2011).

ABI5 & — i g P 5 S R i B 4% % K T (basic
leucine zipper transcription factor), TEABA/ S
il b A R VA S AR K T 4 o B AR H (Guan
et al., 2014; KRR, 2020b). ER T K ILFE A+,
ABI5I) it ¥ 2k RE % PR (R ABA R U, T ABIS I fE
AT RERSIMABAR BUE M (Liu and Stone, 2010). #iff
K B, ABI5SS5ARRA-6K AV AH BAFH (Wang et
al., 2011). fEarr3/arra/arr5/arr6 457414, CKi%
FIABI5 B /D, X K ATIARRE 1 5 ABIS I 45
& W] e £ I 452 ABIS 25 (1) e e P b i E AR A
(Guan et al., 2014). HTAZARR mRNAIFE K
FAIATYARRE H I R 4% CKIE 4% (Ren et al.,
2009), Ht, ARARR-ABISE &Yl EfIH| ABIS K
F 5 8 B R Al 2 S A AR .

GuanZ%(2014)#f 7t T CKXTABA(E 54 G4/ %
B E2 I, AL 45 SnRK2 (sucrose non-fermen-
tingl-related kinase 2)J:[(SnRK2.2f1SnRK2.3).
ABF/AREB (ABA-responsive element binding fac-
tor/ABA-responsive element binding protein) s jif 3k
X (ABF1-4)LL 2 ABI (ABI1-5F1ABI8)JE A, & FICK
Xof IR G J5 [R] ) 2 05 TG ¥ 35 52 ) K 22 B AB AT 45 L [A]
MR IE KA Z CKEE I, ABATS 5 1ABISH KA
X1 CKAR Mk FAAIG . F CK AL FE 7296 /)N 5, ABIS S [
JUT-# 56 4 F5 A, {HABIS mRNAE B 41K (Guan
et al., 2014), XKW ABISE (1A~ ZABI5 mRNA[Y]
FaE R CKA FABAME S 3 E 2P IR, CK
75T HIABISH H 1) FE 4 sk A gk e 2 5% —
PEAIHIFIMG13218 5% . ix s s R B, CKIi# 1
ABI5F R yek /b 1] g /& H1 26S £ [ i 4% 12 /v 5 (Liu
and Stone, 2010; Guan et al., 2014).

332 HWHRAHRREFEBR. £EKENTHZEM
Bk
FERD T AR, GARA e #ER 711 &« BRI

A HLABATIYE F (Nonogaki, 2014, 2017). CKHiE
AR HE GAT 3 1) o- U K B 1R AR 3 /N 22 B 1 i R
(Eastwood et al., 1969). Jt K KA $ KB, CK L1
BRI ARRAE 1, 35 5 GALEY & A X34 A
(GA30X1. GA2HIGIM2)i{ ik, T iHGID1bSZ Ak
15 (Marin-de la Rosa et al., 2015).

EBEE MR, 1 umol-L™ 4MJE I 4k 2,12 (indole
acitic acid, IAA)AbHE R 2 4EZZ K H (Glycine max)ff
T R, FLBEE IAAVR FE (385 i 340 1 1 FH 4
5% (Shuai et al., 2017). ZMJEIAAE LAF &A1) 75 50
A 0 i B A TR A0 R R USSR M T B AREIR (Liu et
al., 2013). ER KX iR, A KRIFEFARARRT
MIARRLS e 55, 40 B I+ AR & A i 75 o i CK
Ny AHE, FEZEG AL, ERKEIMHATARRK
FiE, W oRIX LY H X CKIM MU . CKIM A K &
WA L RIAMTLATILLG () ik, 55 K im & W
GH3.6[13&iE . CKILHMHAUXLA: K Z i H ik &
ik, AR R ARG ZE Bis i, 5 EUR A0 i GE
Wb . BRARRMIG A M S A KRG 5H TR
B B (R Rt AR K R 2R R 104
AUX/IAA K R f14 N ARFHE: R 5% . CKBLiE S
AUX/IAAZERISHY2/IAA3IRIE, ZHERENEK R
&5 T s 2 /E H (Zubo and Schaller,
2020).

WK, MR RS SRR K,
HMIR 25 B8 205 R (ethrel, 2,06 e TR ) RE fift Bk Fol 1
(K477 4= F % A= AR iR (second  dormancy) (Corbineau
et al., 2014). CKldHRMEEF EHLHIBIEACCH
fiif(ACC synthase, ACS), {2it ZI&mIAEME R, &
A5 1) 77 AR AT 3 e R P 1 A= K &0 B 10 R IR e
PR MR & 2 K (Zdarska et al., 2015). 1t4h, B
BMARRS V£ 5om LIffE 5 M ERNL & RE L
152 RETR24 CK T i %15, (HCKIF % K 2 Hgmid
W OGS TR TR AAE R o, AR A
5 T JE A FEARGOSHE: [H K ik fIARGOS FIARL
LA TRP1. ETPHIEBF#[K . ARGOS Z1E 52K 7/KF
EEH R, WY O EZ8UE; fERa
W55 5 S IE R R T, TRP1W RSB 552 k4
HHFHHECTRIM BEAEARIEH,; ETPHEBFEEH 4
H4hL 2 5 EIN2FIEIN3 [ A 1) F-box & [ (Zubo and
Schaller, 2020).

© 0000 Chinese Bulletin of Botany



RFAIREE: AR R TR IR R RIWTFCitR 227

IAh, CKih5ih>E 2K & i (brassinosteroid). 5
FIR (jasmonic acid)f1 /K #% # (salicylic acid)f=4:)
2 HAE (crosstalk), BR!ARRI¥I4E A7 5 iX L i )
PR IAE G S BRARIRE | s E 5 5% 3 1) L
H > (Zubo et al., 2017; Zubo and Schaller, 2020).

4 LERIE

YL 7> ZER XS Tl TR B~ RIS R B E S A
T CKK A ALE 5 3 S i 12 ok SEBL (K1, [K13)
(Hwang et al., 2012; Nguyen et al., 2020; Zubo and
Schaller, 2020). J& & i 4k 1X LL 455 (1) i 9T CL 48 HL
137 EEERE, (AR —LaRl o n) 7 PR
R Flan, CEAY)iE It CKAT 4 CKX 2k id il it
cZOGH] I 53 . #UGT AN AT 1 2k LA J i it BGIcH
BriGfk(Frébort et al., 2011; Jameson and Song,
2016), M4, XLz B e 5 [F] A7 A8 T [F — P b
Fl—H, & REEGYR . HEFRE M B R 5
P2 EmNA PR E . IR S8R RIREE A, A
AR 2 23 A B P ) AR D I CKOK A, X ik A
EREZN . BT AR

AL 73 R T T 1 EASE NERR E £ 1)
HKSZ R TF 46 1% @ 47 BRI RR GRS, A4, &4t
AR T CKAE 5 8 SR vk, AT AEAS [F] S8 2 1) 41
L7 A AN [ R A 2 A S 440 i o T B AT AE R E
HICKIE T T ook UL A+ CKIR RS R R IR A
[F) 5 el R, B 1 4% B A RR B £ 3 1 148 e ¢
[X-¥(Kieber and Schaller, 2018).

HeifZuboISchaller (2020)#2 4, CKfg5H &
YR KT 2 BAR, SRR YIEER A E R
B AR 0 B ANME 5 5 3 S R R /2 BRLARR
= R S B ARREHEARRT. ARR2. ARR10-14
HARR18-21, X £4BRI ARR i fa] mj [ A [7 #7147
RIE T LR UL R T B AL L —1hid
AEHE . SiaRR IR 5o R R K, FIHIAH
LI & — PRI A A T R R, SR AL &
HBT A AR AN R B A P e AT Bh T fdRe iRl )
A, DB CKA Al 1A &  ARIR 5 8 A 4% 1 7
T
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Germination Regulated by Cytokinin

Songquan Song"?, Jun Liu?, Hua Yang®, Wenhu Zhang? Qi Zhang?, Jiadong Gao?

!Institute of Botany, Chinese Academy of Sciences, Beijing 100093, China; *Guangdong Provincial Key Lab for
Crop Germplasm Resources Preservation and Utilization/Agro-Biological Gene Research Center, Guangdong
Academy of Agricultural Sciences, Guangzhou 510640, China; *College of Bioscience and
Biotechnology, Hunan Agricultural University, Changsha 410128, China

Abstract Seed germination is an important stage in the establishment, growth and propagation of plants, and plays a
critical role in the life cycle of seed plants. Seed dormancy is formed during development, and reaches its peak at physi-
ological maturity. The phytohormone regulation of seed dormancy and germination may be a highly conserved mechan-
ism in seed plants. Cytokinin (CK) is one of the most important signal molecules in plants, and regulates many aspects of
plant growth and development. The bioactive CK levels are controlled by a balance among biosynthesis, activation,
deactivation, re-activation and degradation, and seed development, dormancy and germination are regulated by bioactive
CK levels and signaling pathways. Here, we mainly summarize the research progresses of CK biosynthesis and catabol-
ism, signaling, and regulation on seed development, dormancy and germination. In addition, we also propose some
scientific questions that need further addressed in this field to provide some information for understanding the molecular
mechanism of seed development, dormancy and germination regulated by CK.

Key words cytokinin, metabolism, molecular mechanism, seed dormancy and germination, signaling

Song SQ, Liu J, Yang H, Zhang WH, Zhang Q, Gao JD (2021). Research progress in seed development, dormancy and
germination regulated by cytokinin. Chin Bull Bot 56, 218-231.

* Authors for correspondence. E-mail: sgsong@ibcas.ac.cn; liujun@gdaas.cn

(TR HPIA)

© 0000 Chinese Bulletin of Botany





