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FED A B B H OB R 22 B BB A
HNRE RN —, FEREIAE KR B IR A 52 A
H (Hashimoto, 2003; Lloyd and Chan, 2004; Hashi-
moto and Kato, 2006). 4l E A 78 4 A K
BT, HMKEEZBT 2 R E S WiREd sz
WOE BRI BT N IR B, A
Ji B BN b AT T R T AL T AR JSIRAS o BEAE B
FHIAWIRN, KIGE = 2] LifEE 5 Wz, B
Z: 51 B AR R T T o DR AR SO0 I AR G T
B BB K EE TS5 IR A
BUHIIT STk R HEAT T 45

1 HERHEINGE

T R A 20 i B 2 o= T R B BT B
PR E B a5 R, E R AR R E A
HEILREH I N AT 4F 22, 134R 4T 22 P47 HE 51 1)
B A IR G HI RIS RO o HIAR I O R 26 2%
A A IRES, IR TR Sh AR AR AT 24
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AEATREIRE, ARG P L — & 1 “ Ui
R REHEU—ER) “AERKER” B, AN
ERREMEG B, IR & T1E
JRZ5(Mitchison and Kirschner, 1984); (2) F5ZE#7,
PZAGE N Y BRI — S AN BT 5ROk 5 U B B I
B, BoumlEMERAWRFERES AR L, &%
PRI BRI — i AR A, 53— e A )
BRI, AR GUCE R FFT IR 4 (Margolis and
Wilson, 1981). fE4)4H i th Zh 25 38 52 Ge 4 40 i JH
WIeh e B AR RUCE FURE, 53 9] D 1) JE B B

BT AT 97 ERAAR TR 81 R S A T 4 B
(FTREMICERIBE, 2004; 2= EWI5E, 2008). P4
T 1R 2 23 30 75 3 B 0 A 5% B E (microtubuleas-
sociated proteins, MAPs)ifi#% .

WE Y Z MBS PR B, ngERR
A . ARk, AR E 2 aRs
4 J o3 A LA I 2 5 B Y58 Hi A1 15 5 7 5 (Kost and
Chua, 2002; Hashimoto, 2003; Lloyd and Chan,
2004; Hashimoto and Kato, 2006). 4% 41| 4 it
20 R S A A, AT AR AE B D e . Horh,
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JA LU 4 B 55 A A 4 B T 25 A0 AR KT T A5 DT AR
J%(Ehrhardt and Shaw, 2006). £ H# i R ol
T RS ZE e, O R I e B AR R P AT HE
HIl(F EH T 41K J717) (Baskin et al., 2004). 4
AL AR 41 B 0 &) 5 A FE 21 D7 1) b 1) AR Dy A T
R RN, DAL AN B I % A Dy TR e Ty 1A AR, D
FRET 1A R A A A A e, AR 40 o A 5
TOEHES 7 v E A 1) A8 DA TR, AR i 0 e A
N TR U7 T A A, BIAR H R R AR Dy 1a) A AR K
(Furutani et al., 2000; Thitamadee et al., 2002;
Nakajima et al., 2004).

2 TREEREKER

TR S RS E, TR T AR LR
AR ZE I 4 o B rE LI RS, TR
TE BAWE 26 AF T Poad K DL i e, A ok AR
K, PR PR K R TR RE S WG AE K 226
HEE, LI (Arabidopsis thaliana)fF & k47,
FLRRIE S R AR RS (B AL Rl ) 9 A e 4
ERM T RIFMARS. MM IT FIRHR(F)ET
W E)—ZI R 4B A H 299201 . BRI,
FLFE I+ Rl AN [0 57 B ) 401 B A K T 5 2 i i)
AR Ak, BT VR Ak 200 A P e SR I I 2 s B AR
iR G, FERSEIR T, £
IS TR FR3 KRG, TR L1541 f K
AN MR R 2 4R SR RIS RS IR £ 4-5°K,
VR LS 5 A0 B AR AR, A 6—114> 4
PAK EEBOAH B tRod A G AR KO R 5,
o b RN A K P RS, T S A A K A
KGRI 27 K5, b 40 A 0 i 2 AR 45 i
(Gendreau et al., 1997), & BB IR 5h 40 i 1) 4
e 52 BF ] R0 25 (] PR A TR 42

3 WEWRIFERESET TEMEK

YR EEAK, HAERKKEZEIAERE R
TR A A EEAL R E  —, KK
OE S

Jeie N IR T BRI N T2 RIS
T, MR RRER Iy A K B, WOt

N R AR 2 R B, T BA X T IR A K 5 2
FIAMEIER . Le%5:(2015)WF 7t MH, fE Pl T
RSN P, R TR A i T, R I I HE
F77 50, M AEAR K S8 S Al ) T R 2l A
JE R A R I 9 R i BN Al HE A PR AR K I B
R IRE WG, 8 SCE B )~ AT HEB A R )
%N [E1E £ 2771 =2 11 Sl 1 1LY 8 iV DGR SO ) ot P
SR AT SR I, S T R T
S B o U I B A R e e 0 R s FLHEA O 5K
T T T R A A o T TVl 4 i PR K 2 T
2 R P9 PRI 22 T B — b L DU S T ) 31U R, 5
BT IR BERTIGE B, 2 5 T Ba ik N PR id
KA. FEPUE K R R M Y, R RS R E
Hiidk ZH T L (Sambade et al., 2012). b4k, #GHT
FEAS 53 N 75 40 B T T VR il 240 i e g 2
R 56 Q0 FE B HE. BRI WG S
PI% 5 E katanin ] #1538 XL R 4508 7 AR B R i,
MU 1E i 45 & % FACLASP (cytoplasmic linker pro-
tein-associated protein)a & B 7 B 1 e A o, i
3 2R i E ARG I R SO O O HE S D7 O e
%l (Lindeboom et al., 2013; Wang et al., 2017; Lin-
deboom et al., 2019) (¥1). %W 5045 H R GE
SHE EHR > TR T EEA R,

AN, BRI 22 5 (5 5 T OE AR
EREBE T IR R E R, HHBA
RIS 5 TR R E A . M L fRE
# 25 (microtubule destabilizing protein25, MDP
25)7E A T R R i E AR A . BE SRR
T VRl 4 B A B R B I, fEMDP25%E MR
JEE R IR N AN B, 3 R S R A IR [ AR
FR A BN A HES, TR R SR AL 2O R S5
Hil 0% T R IR AR KT R R E B AE R (LD et al,
2011). Liu%F(2013) K30 11/ BIFE G0 T il
i o A% Hpokg TE R 4 H I ROE AR G EE EWDL3
(wave-dampened2-like3). BH5 214 T, WDL3#:26S
ARG, JoEmm IR, T BB
AL TG, WDL3& ARt e Rk, Homid Ty
T R 20 A P RGO TR A A B A P T R A
Lian%5(2017)BF 7C I, B SFAF T, MYDemEE
BRI O R R FE3VZ FHIEFEMFCOP1 (constitutive
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Table 1 Representative microtubule-associated proteins that are involved in the hypocotyl elongation

E{SEA AR R T 76 RS A H 1 22 3Lk

Katanin WHATPYIRIBE s W RRIBOE S, fEME R SGR AV, AR KumHfidE Lindeboom et al,
FRASE [P 28 kel ARG, AT 5 350 R 248 L P 2 K 1) 203 3813: Wang et al.,

CLASP FeUE T 1E o HEF T IRRIE 42 K, CLASP# k%A fhclasp-1 T Rl B4 T B  Ambrose et al,
A A 2007

MDP25 SR 1R AT IR B 60 BT, MDP25R] B 5 454, it Lietal., 2011
EEER, mdp25% B4R T TIRHEE K, iiMDP251d ik Mtk T
%iﬁaf&ﬁ

WDL3 FaE A BE T, WDL3#:26S 8 B4 g, (2t T, e Livetal, 2013
HEHEIFEF, WDL35E T 85 T R 5 20 B A O R S IR

MDP60 LREHEHME BUPIFINSXMAEES, hRAEME LBREEA, R FKE  Maetal, 2018
LHECRNS

SPR1 R Rl A 6 TF [ 7 R SPRAZESR S A K 1 T R4l R K ik,  Nakajima et al,
T AT AL RS R T MRk 2004, 2006

WDL5 FRoE I EHE ZIHBEEINS, EINSH #iA##WDLS iR 1A, WDLsHE L 4%  Sunetal., 2015
N OEs SAIEk g A TRS

MDP40 ERE A EAME SRR SREBUEBZRY, BZR1E L 4 FIMDP4O &3 1 FI3f i Wang et al,, 2012

HA&ik, MDPAOfE S HAS MR IR HES, T2 1 38 46 T iR Al

(LIRS

CLASP: W FIE 34 A HEE A, MDP25: e FaE B FH25; WDL3: #H i h 4= K 2251813; MDP60: i % F4 %€ 8 (960,
SPR1: e K 1; WDL5: #i#l sl E 225105, MDP40: i X5 E B H40; PIF3: Jelita X EAER T73; EIN3: LM AHUKS,;

BZR1: i3z i EEHiEA

CLASP: Cytoplasmic linker protein-associated protein; MDP25: Microtubule destabilizing protein 25; WDL3: Wave-dampened 2
like 3; MDP60: Microtubule destabilizing protein 60; SPR1: Spiral 1; WDL5: Wave-dampened 2 like 5; MDP40: Microtubule
destabilizing protein 40; PIF3: Phytochrome-interacting factor 3; EIN3: Ethylene-insensitive 3; BZR1: Brassinazole-resistant 1

photomorphogenic1)n] B 5WDL345 & I L %
filt, ZWF AR TOUE S IE EE R O E A
KPR O R AL . AN, I
T M DGR 1 R S I M AR O T Bl SE S R R R IR
g, filhn, e 245 E EEEIMDP60 (microtu
bule destabilizing protein60)1{# & & 2 & H SPR1
@mm&nlwwmiﬁfT%%%L I OB
LB RPN IRA K, il HAE Tk
K% 03 5 K T-PIF3 (phytochrome-interacting fac-
tor 3) %1 = MDP60I KA . PIF3ERN LMt T
RSB U OB R, A AR Z2268
B ARGRRTGAE 5 ST o 7R 6/ 0 i
Kt 2, PIF35MDP60J5 8 45 45 4, il
EIMDP60 ik /K F, MDP60:HE id M4 1 & HE 5142
BT IR K (Ma et al., 2018). M/ IEik4s & & A
SPRAME i M T ALK N IRAh 4 i, £ T
A KR IR S AT A I B SPRAY Rk, TAEYE AR

K Rl b AR AS I B SPRLK R IE, 3R W6 52
SPR13%iA(Nakajima et al., 2004, 2006; Wang and
Mao, 2019). {H i AE R B 5 SPR1IFK A E
TR, BARHLEEAT 15 J5 2R AHE T

4 WEWMNEKEZBERES
i<

WS S IHEE AR KBRS I, TR
1¢&&§%$¢7ﬁ%§iﬂ?‘ MAEKR. FER. LM

VAT TR

THESEER SR, I Sy 2 AL B 2 AT BSR4 A Y A
IS 7 R
41 Hk&

A K K (auxin) 732 | 40 B AR KO R Pl AR A . 2R
KR M)A RIS i 52 B 5 R 1 22 OB AU R I N IR A
A RE . AR KR IZHHIFINPA (1-naphthylphthala-
mic acid)ibHE 1A K Z 5 HAKPINT (pin formed1)
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RAZ 2 W] A 06 R R IR Bl G (Jensen et al,,
1998; Friml et al., 2002), MMiPIN1id A Rt T
T IEH K (De Grauwe et al., 2005). A5 it in 4=
KRB LA KA Rl 5L K 1) RIS e (e 2k o6~
A KRG T R IR A, R R IR o SR AU
(Romano et al., 1995; Gray et al., 1998; van der
Graaff et al., 2003). HLHE IR, EmAEKED
K2 B T T IRA R B, AEREREK
filg 5 K YUCCAL Rk i vk, J6F N IRAR LB A K
I RIS T R L AR AR, U B AR GRS P AR 25 A
A KE AT BE R A R 4 ) 08 o AN R 1945 5 i@ 42
RAFEVER (Zhao et al., 2001).

A SR AR BE T VR A RS R R U
B HESSEIL . KRR A B0 AR R S i) AR G,
S P R DA R HES A, G m) R A R fCE m] i
REANEA I A K R SR R HES, B AR B
Fill B AR #5508 (Fischer and Schopfer, 1997). J<T2E
KRG TR B 2216577 X TR AT 7T, A
ROUAE R ZR RE NS I T IR 40 A B B R
it E TG . ChenZ5(2014)F 5 20, A K =@t Ak
RE54H M1 (auxin binding protein 1, ABP1)ifi41
ROP (Rho of plants) GTPase. ROP{] H.AF & FIRIC1
(ROP-interactive CRIB motif-containing protein 1)l
T D) EI 1 katanin R 45 T Rl 48 i A i) S0 B
ZedEHE, TruefiShaw (2020)K 3L, SMEAKRFES
VS 2 R R A R HE TR B s i R AR KR
F-box (transport inhibitor 1/auxin F-box, TIR1/AFB)
WS IBAT o (HAR R TAE R EALHE N IR 1< 5 P21
EEARZ AR R MAAEA RIS, BUEFREINN,
R 2 A P R B O R AR K AR B S, T AV
##i 4= K & (Adamowski et al., 2019). HAj, 4K
R RS R Y, JPRANRAEKRETH
PR RS B A S A R E Y, X T S
IVEE SRS SRR RN GRS IRER R YN T

42 FEBER

757 % (gibberellin, GA)tZ: 5 #4484 T I (14
K:(Cowling and Harberd, 1999). GAwJ LL{E i K
(Cucumis sativus). 4= >%(Lactuca sativa var. ramosa)
AR TSR T R R A . AN IR B R R
BT AR AR T T IRE (S, (EX R AR

NRETCRBERCR, XU R AR T T IR A K]
7555 3 ) Wi B AF 7E 1 RN 2% B (Sauret-Glieto et al.,
2012). FIRHRK 2 A R B 2 S B OB 3
R AR, TR R 2 R R g ARG ) o FAAR T T AL
N TEIEF, e kphyBA S R B AER T4
(PIFA) A, PIFAUE T2 1 (2 2E T VR b 20 1 o 1) T U0
FEDRI Ak 32 B4, ZE A0 N R4k {4 (Duek and
Fankhauser, 2005; de Lucas et al., 2008). It4F, &
E ) R B R AR A R R ) Rk R R R, G
TR RIEBESE R R IE B, TR ] R S B0E R
B 72> MDELLAs (& R{E 5 MIEERT)EA
76 R Am 4 i rh X 2 (Peng et al., 1997; Silverstone
et al., 1998; Reid et al., 2002; Achard et al., 2007;
Alabadiet et al., 2008; Harberd et al., 2009). DELLA
&5 (e 20 B AR i e S B PIF3 AN PIF4 L AR 410
H ST, SETAE N A2 B . IR R A
1ERS, KRS ZMEE, Rl A5DELLAE A |
€, {fDELLAsF#fi#, PIF3FIPIF4RE KR HF KI5 E,
BETTAEE N L4 (Feng et al., 2008; de Lucas et
al., 2008).

A I N AR R AR LT R MR R K R
TEE 2R DI REREAT AT, RIS R R IE I N A
2 P JE 5T O B g R e T R T VR e
(Shibaoka, 1974, 1993). Vineyard2%(2013)fii 1 4= K
R E R R IR EH T TR AR T
JVR it 240 i PR R 1 R 270 L O A T BRI B, R B R
FACHEBRAE2/N N [RD 5 3O T IRl 48 i P K5
o3 R R CE A AR HES . BRI, IETERA
HICE IE B 9 /> 291135 4k TR 15 S450 80 )5,
1 T HE B B B W) CE A R (R TE 1, AR5 DAL
1) (1) 77 232 5 ) 2 i T s F RS i 7 f8 (Vineyard et
al., 2013). HLHHF TR, e FEKKIMEIT T
JVR Bl &7 058 B N it o B 2R 2 S B0 VRl 4 i 1 e
BRI, RERE B IEEIRE, X — R
DELLAs & [ H 78 57 2 & LR B S A 4R # ] -F RGA
(repressor of gal-3)& R S kS, {2 IR 5L
2 it 1) BE i U IR AR A IR HEB, AR AT
REOG T T Ak 4 e ok 6 (10 38 i 9 AN 75 22 A1 D) BE
Y11 B R A A A ) FE 4 (Sauret-Glieto et all.,
2012). KTWE B RERFEREIET TR
R RE AR AL H AT+ iE 2, R, s
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LI — M ARRTER, EIREEY N IR K R E
ZA/EH (Smalle et al., 1997; Zhong et al., 2012). 4
IR E T G E Y o ihei =% I S A N R R GRS
(Ecker et al.,1995; Smalle et al., 1997). J&IE %1+ F,
Wi H AT A ACC (1-aminocyclopropane-1-car-
boxylic acid)ib B nf {2 i T MR, BRI ZFAT T,
0] B Sk {# K (Zhong et al., 2012; Yu et al.,
2013). ZJdidit % 5% F 7 EIN3BE PIF 34 (1 A K
fREEAE K LW N 71 (ethylene response fac-
tor 1, ERF1)/1 3 A4 KA i 42 ok i 4%~ IR il 2F
Ko T, Ol HE T 0 s K T EIN3
B GPIF3M & 31 X BUE H 3R IL, Mg
T MRER, BIEERAT, ST SRR
ERF1E A&, #Em#l i T 1 (Zhong et
al., 2012). M4h, )ik COP1 A FIHIHYS

*

Ca?* COP1 PIF3
CLASP MDP25 WDL3 MDP60
l%% liﬁ%iﬁ lﬁiiﬁ lim

ﬁt‘é‘f\A ’ﬁi /ﬁi‘é‘/ HE

TR

SN T — >
B 1 DR R SRR IR KRR R

(hypocotyl 5)% FH B ffk AR #E 6 T T IRHI K (Yu
et al., 2013).

FAAMNIE 2.4 S ACC AL BRI, 35 46 U b 440 M
JE TR A E A 1) AR S PN I HEB, B 0 R Y
ERHES T XS 5 AT A {H K (Soga et al.,
2010). 7E £ T IR Al 20 At R A HE A et i
HMEMEEAS S, MTREY, MEHLEA
WDL5Z: 55 20 #0 il 35 A T R il A< (1) 98 45 (Sun - et
al., 2015). HBEEKMTS, CM1E TR N S
st T EINS B #4454 FIWDLS ) 5 51 7 3F Bl
ik, WDLSIE T A2 e I # HEUCE 2 T #1354 F i
B {H K (Sun et al., 2015).

4.4 HEREEE

THZE &K K7 (brassinosteroids, BRs) & —f 5 % 1)1
WA KK Y (Clouse, 2011; Ye et al.,
2011). BRsifiid 2 A& AEBRI1 (brinsensitive1)Ll &
R € G 5 R B RBOE 24 R ok K T BZR1
(brassinazole-resistant 1)f1BES1/BZR2 (brinsensi-

)
s e S
v v
EIN3/EIL1 BZR1
WDL5 MDP40 SPR1
R B
lﬁﬁi# l%%ﬁiw lﬁm
T e e
B
— HEH EE: =i

COP1: e B M1, EINS/EILT: ZJGABURI/ 205 A BUK3J511. CLASP. MDP25, WDL3. MDP60. SPR1. WDL5,

MDP40. PIF3. EIN3FIBZR1[[&1,

Figure 1 Microtubule-associated proteins that are involved in hypocotyl elongation and regulated by light and phytohormones
COP1: Constitutive photomorphogenic1; EIN3/EIL1: Ethylene-insensitive 3/EIN3 like 1. CLASP, MDP25, WDL3, MDP60,

SPR1, WDL5, MDP40, PIF3, EIN3 and BZR1 see Table 1.
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tive1-EMS-suppressor1/brinsensitive2) 3k 2 /f /1 (L
et al., 2010; Kim and Wang, 2010; Clouse, 2011;
Gudesblat and Russinova, 2011). £z & & 1%
dif B S AN U R AR AR I 340 N IR A2 5 B P AR K
PIREARIER N o B, IR 3R S B G R 2k RAL iR det2
(de-etiolated-2)7E Fa s A KB 15k I HL T IRl fef
K22 Z|H0#|(Chory et al., 1991; Wang et al., 2001);
TR R 8 BE A2 R BRI ) TG 2% R 8 AR bril-116 48 #
R BT IR R A, SRR SIS 5
S 7 BZRA [ B0 b 25 5 A2 R bzr1-1D I 32 30t 5%
AR IR B g R, SRR IS SRR I A
W% R 7 BIN2 (1) 52 M 5% A8 44 bin2- 148 # 38 A4 T iR il
A 52 B0 SRR IS T e b ) B
BSKsHBSU1iH id 542 #e 3 A7 BZR1 AR AL AR A
W RS K (Tang et al., 2008; Kim et al.,
2010; Gudesblat and Russinova, 2011). ik
KW, BRsAE S N Ml 77 1 B EAEH .

BRs W] i i 25 A2 i J] T 0 o507 Ak T R Al 4
Ji PR O R ) A g A e R, T (R R B A R
REh R . T e B H 2 5BRs I B AL T IR
Sih4n B R R R A R E HE(Wang et al., 2012). BRs
i B 5% 3R 0 K R 7 BZR145 & 24065
W 2 K4 € 5 IMDP40 (microtubule destabilizing
protein40) i) £ A 5 2)) 1 [X 5 7 MDP40% &, MDP-
A0 L 2 A A B U IR A R A B,k i i sk
HAL T RS H K (Wang et al., 2012). {E7BRsif
RN RSO R, T A DG 2 R AL 2
FREL TR BE LR B A R EMEHRRERS
Y RF A 10 A USSR AN RE o S B b L i
BRs /™3 1 N RSl i 4 o B b A R U A DG B A
MIVER, AR BRI 2 Mgt L 2 A 38 5 S kAT
IHIE o

5 REERE

WEE R RN ERER L2 —, 52N
FARE. N IRAAE OB SR AN K R AR St
R AL BB RN IR . [/, R
Al K 52 3 2 T SRS B A 5 R, IXEE S
R Rl e 4 I A v g P i A O U 2 2 HE B
T IR, B R % Ao A 3 B AR A 5 2

AT AR LR, DL GO R A5 5 TR AR
AR R AN E NI i NGRS R (S e R E R RV
1T TR, IR Z R R M it — D IR
TATXZ 5 R A 5 R RO A R R B AT T
B (RA), FEM IR B A A e BB S S
ST IR EEAT 7R8I ). ARk A A
TAELIRT RS, IR PROE K D R, T
UG, HEATOEEAE R . BRI, R GO e & A A
H RSN T B AR, W R IR AL T
AT T R b A 7 EK) 2 LR Ml A 7 R v
RR Y ESTEECEE - §'@

SEH
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Research Advances in the Molecular Mechanisms of Plant
Microtubules in Regulating Hypocotyl Elongation

Jianru Yue', Yunjian He', Tianqi Qiu, Nannan Guo, Xueping Han, Xianling Wang*
College of Bioscience and Biotechnology, Shenyang Agricultural University, Shenyang 110866, China

Abstract As one of the major members of cytoskeleton, microtubules play important roles in plant growth and deve-
lopment. Hypocotyl has become a model system to study cell elongation, which is regulated by multiple internal and ex-
ternal signalings. Here, we reviewed the recent research progress for the roles of microtubules in regulating the hypocotyl
elongation in response to diversed environmental and developmental cues, which will extend our understanding on how
microtubules response to the upstream signal and play roles in the elongation of plant hypocotyls.
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