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1. [FCHIC

LB OEBERE L 1TR2 D A MLV AZHTIZEN D &, ZOREIC#EINT
HI2ICH DR EEFRICE(SES Z LT, FENARlELTRICL TS, HH
MINZE > TA RNV R ERDERNL, @i, KR, & &, Bt lfkeabo, M
MIEIZNEDA NV RAEZT D E—REIICHIIR R ZIHI L, A b L A~OXRPULEE
FEED, RIS, HRSHEOEIERCERIEICITT = v 7 R A > MRS GIia)E 5256
UNZHEAT LTV D DGR 28608 NEEREEZ R LB Y, MiuE g 7o i
EREALIND L TF =y 7R A MEMEIME < 2 & TEESCHIS AR E WIEST 23 ] &
N5 A MPRBERKBIED A L A Z25Z 1T 5 & FIC G CTHIKE EA M 1k L,
R B A R LA DNA HEAZ 1T 5 & G2 Wi CHIEE AN E 45 = & Ve &
NTW5 (Zhaoetal.,2014), ZD L 572 A N L RITIGE LIzl E I OETEIC S
Tz 7 HRA Y MERERBNTND EEBEZXDLNDN, ZO5n1 AT =X LDOMEYIT5H
EEATW o Tz, B, BEEOA NV RITNET D G2 HE (- O — b H3 g
ENOOHDHDT, KR TIXZEDEITDH BIZOWTHEA LIZu,

2. HEYID G2/M A S

MR O G2 #1225 M #I~0#47121%, RIR2R3 % MYB #z5. KA+ (MYB3R) 78
B H 2 R (Ito, 2015), MYB3R #25 K F1%, G2/M HIRF B I BL &S LS
LHERTFOT T —F =T FET D 2 ARLF] (M-specific activator (MSA) =L A > | ;
5-AACGG-3’) IZ#itr L, 5 %2175 (Ito ef al., 1998), G2/M Bt A& =+ D
Hix, 427U B B2 Y A 7 U ARFMEF T —F (CDKB2) 72 ¥ ® CDK &
PEDOHIENCEE D 2 b D=, HIIRE /2424 5 KNOLLE, PLEIADE/MAP65-3,
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ENDOSPERM DEFECTIVE 1 (EDE1) 72 ENEENTWS, v uaA X FAFITIE 5
¥ MYB3R 55 K1 (MYB3R1 7*5 MYB3RS) 2F/E L, MYB3R4 X3 BLFEEIZ,
MYB3R3 & MYB3RS (FFEHMANME < Z E2V/RS LTV 5 (Haga et al., 2007; Haga et
al., 2011; Kobayashi et al., 2015), F£7-, MYB3RI I3 FHE L IH O 1@< &%
X HAV T 5 (Kobayashi et al., 2015) , ZZEARZAL o T2t 72 B, 43 Z5k KR O MR Tl
I MYB3R 728 G2/M HiLIS D 27— 2T G2/M ﬁ;ﬁ%ﬁeﬁ’JLh%OD%fﬁ%ﬁﬂﬁﬁUTé
ZEMNREINTWS, BIT, ME L7 TIE, #flIA MYB3R 235 HlAE 5 o1 Ik
E A I EHE 2 E 2 SO L bR I TS (Kobayashi et al., 2015)
MYB3R $£B K FDOIEMEHIENCIE CDK 12X AV Vb EETH S, #/32 BY-2
e, IEMEEE MYB3R 28 CDK (2 X 0 U gk S ivd EIEMEIL &4, G2/M HifF
BB DG 25535 (Arakietal.,2004) ., G2/M i RAEMRF O FIZIE A
VB EENTWDED, ZOWREFHEILE 52 COK IEMEL FH S, G2/M HIFf
BB E OB FE 25 X +TE¢EB 12615, — 5T, #flE MYB3R &
CDK (X VU rvfbasnsdn, vYaAf XFXFTBNTI OV kT
MYB3R 7077 Y —ARICEY X X TESREERT ZERREZINLTVD
(Chen et al., 2017), 9
2B, CDK (k5
Vb &N L CHEME R
7 MYB3R & il
MYB3R 73 1E & 3 (il £
SnnZET, G2MH#

FVINOE

R

=]

SEME(LE
BB FORED MYB3R
T T DR R v
SATRLDTHS (X G2/ MEB RIGE(ET
Do G2 812> 5 M 2 MSAIL XYk CYCBT
7 C CDK {&FM: & G2/M CYCB2
45 BB T O 5 proiecd
APPSR KNOLLE
WMo EE) L Ca R ENDOSPERM DEFECTIVE 1
B, Z DY 5 R PLEIADE/MAP65-3 ......

(B2 & HNf%E > MYB3R B0, SEMLAS S CUISIEMYBIRESETCL 3
DY BN K D G2/MERIS RAGE T D RIS

LbDOLEEZ LD,

D MYB 25 KF1%, 8 U LD X L I BN SR 5 EREAKREIEKRT D
Z & T, A SR T OB AT 5 Z ERMHILTUVW D, B TiL DREAM (DP,
RB-like E2F, and MuvB) &K% L < 1L LINC (LIN complex), ¥ '3 V¥ 3 U/ N Tl
dREAM (Drosophila RBF, E2F2, and Myb) #H& A H L < 1L MMB (Myb-MuvB) &K
ELTHE SN TWD (Korenjak et al., 2004; Georlette et al., 2007; Litovchick et al., 2007;
Schmitezal.,2007), t k@ DREAM & 14&1X, RETINOBLASTOMA (Rb) BHi & /X
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78 (p130 H L<iLpl07), E2F 7 7 I U —Z /"7 'F (E2F4 & L < |X E2F5), DP,
MuvB core #A41& (LIN9, LIN37, LIN52, LIN54, RBBP4) 72 EDKF-I2 & v #pk &
N TW% (Litovchick et al., 2007; Schmit et al., 2007), ZILHDH HDOEL Ty a vy
a YNTD dREAM AR THIRGF SN TEY, b hERBEREEEZ L TWD EE
Z BN TW5 (Korenjak et al., 2004; Georlette e al., 2007), ¥ H A X F X FIZBNTH
Z < DRFBPRFEINTEY, BESITIZ L DEERES OMHTIZL Y, MYB3R #x
BIRF-1% E2F BRB K 7-X° Rb B L RV B B LRI —EA R ER L TWD Z &N
B 5 222 &4 TV % (Koboyashi et al., 2015) , BLBEZRN 2 & 12, iE ML T dH % MYB3R4
I% E2FB (fn5iEME(LARY) &, 37> MYB3R3 1% E2FC (S 54MHI7) & HA K2
L TWbHZ &M D (Koboyashietal.,2015), MYB3R & E2F &\ 9 2 fEfADHREA 1
ANEE) U CHEMAEAL G L < 133017 DREAM BEERZEHR L TS EEZ N5,
E2F X GU/S HIOBATZHIEHT 2 L CHAE DEER 7720 T, HifuSZEMED R
RIELARVVIRRE T E D & 5 ARy WL 2T D00 % & HICFEINCIRT 2 2 &
I2& D, GI/S #1E GaM MO WIS 3515 2 DREAM AR DBEEI38H & 278
HEWRIND,

3. DNA#EEIZKRE L-HERAMELIZE TS MYB3R EEERFDEE

W)L, BH O DNA BROERCEZ 27—, BAREICI VAT HTE
PERRFR 72 Sl X DNA 522115, 512, KBXICE TR HEFIC
EENDT NI =T AR VE, SOITIIFREFERRE YD DNA 525 & 27
ZEMNHBILTUVS (Rounds & Larsen, 2008; Sakamoto et al., 2011; Song & Bent, 2014) ,
HEAWIZB W TIE, DNA #HIE%2% 15 %5 & ATM (ATAXIA-TALANGIECTASIA
MUTATED) ¥ L 0" ATR (ATM AND RAD3-RELATED) & FEEH 5 &) —F 234815 DNA
%2859 % (Shiloh, 2006; Su, 2006; Cimprich & Cortez, 2008) , ATM % DNA g5tk
ik L, ATR [T 5 —=<° DNA —AHUIM AT 5, W TH ATM B IO
ATR 7B DNA ##8i%T 52, b0k o —2 7 —B I3l R 7 NAC Y
#: 5K ¥ SOG1 (SUPRESSOR OF GAMMA RESPONSE 1) # U VU fig{k LIEMALT 5 =
EIZE Y, DNAHE Y 7 F IV E(5iET % (Yoshiyama et al., 2013; Sjogren et al., 2015;
Yoshiyama et al., 2017), > 1A X5 XF® SOGI %, N KURGEEIZ DNA A LB 7R
NAC R A A v, CRImfEEkl i T HE %2 £ > T\ b, SOG1 @ C RImfEEIZIL S
Eo'Y ~T B (SQ) FEF—7NIFEL, ZILHNATMIZE D U Uik s
N5z ik viEMibsid (Yoshiyama et al., 2013; Yoshiyama et al., 2017), = L T,
[EME(E L7 SOG1 28 TiiBlaFOiREZHE 4 5 2 & T, G2 Wi Tofiu/E s <0
DNA &8, #Hfaofifust7s & D DNA BEICEZ SIS ZT 2 LR LNICINT
V%  (Yoshiyama et al., 2009; Fulcher & Sablowski, 2009; Furukawa et al., 2010; Adachi et
al.,2011),

A XS AFIZBNTIE, DNA BEICSE L THIEEA G2 icEik+s 2 &
DERE SN TW5 (Adachi eral., 2011; Chen et al., 2017), FDE, MEIHA 7 U <
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CDKB2 72 & D G2/M Bl BLA B s+

HORIAB—FITMAOND Z &0 DNA—A M
%’ :j/l/ﬁ§ G2 ;Hﬁ{éi%%l%@:j_ ||||::|||| I T s |
4 2

FRIZ/Z>TWDH EZEZLND
(Adachi et al., 2011), > A X+ X

TIZDNA#HELE 52 5L, CDK A . ¢
YevH¥—%a— RT25 SMRS,

SMR7, KRP6 DFEBLH SOGL (2 LY @
EHREHEIND (Yietal, 2014; / 3

Ogita et al., 2018), E7z, {&EMHALHY COK1vEES—
MYB3R % =— 9% MYB3R4 D% J_

L2y SOGL KAFHIICH® & D
(Chenetal.,2017), ZDZ LNk,
CDK A > b BEX—ORBEFHEIZ X L
% CDK {HMEDL T4 MYB3R4 O U -
Vgt (EM E) ZHEL, 35612

MYB3R4 DFBLINHIS MYB3R4 H & (
DEBEEAET L EEZOND, L
2L, myb3rd ZZHARIZ DNA 5%
5.2 TH AR & [RIFREE OfiAe
IR EEZRTZ LS (Chenetal.,
2017), MYB3R4 Ol 721) T B92. DNARIBICIHE L7 GRS REY
G2IM 145 A0S - 0 56 B ) AT ORREIN

it T 5 Z EIXTE RV, £ T,

P MYB3R (275 B L7oWFZEnE S Sz fE 5, DNA 15 ¢ CDK {EMHE13 7
% &, MYB3R3 X° MYB3R5 O U UL L~ULAME T L, ZE{L L7 MYB3R3/5 N
22 &ick GoM MR BE FREOIE G R RIS &b Z &R LT
72572 (Chenetal,2017), B, myb3r3 X° myb3r5 22 HAKIT DNA 815 T CH Ml
Homflnk x12< <, DNABEANZKT 2 @it % <9 (Chen et al., 2017), LA
LD XS 7emFgE G, FHIA MYB3R 23R R L RGN U Tz AR A S 1Rl C B
RBEEE L O ERYIDTH LMo (1X2),

4. R FLRIGEMSD NAC REERFZ 4 L1z G2 HilFLiE

IR I 5 12N MYB3R D U R i AE 28 A A S 1 1R I —AVICEZE T hH i
IZ, CDK JEMEDIE T % & 7= 53 MYB3R4 OiEME « FEA 7213 T G2 Wit ik vk
SINDHITTTHD, LinL, myb3rd ZZRARITEERINEY) & [FER7: DNA GRS M4
AT END, IS B MYB3R ZHIET 28K TR ET HEEZX DD, £
DEZI1E, SOG1 DIEFELL - DERFEN D Hov- 72, ANAC044 & ANACOSS I3,
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DNA #5125 LT SOG I L Y EHREFHE X115 NAC B ER 1 Th 2 (Ogita
et al., 2018; Bourbousse et al., 2018), 3 & & SOG1 &7 X/ BEEFIMEUTE D, NAC
RAA AZBNTIX 70 %A EOMFEIHEZRT, —J7 T, SOGL 8% > T 5 X 972 SQ
EF—TITFFo TN D, ATM X° ATR (2 L5 U UEEHANEZ T 7 &35
265, BKRENZ LI, anac044 anac085 —FEZEFIKTIL, DNA HHEIISE L
G2 HEIENEE 2N ERHL IR 5Tz, T, ZOERKRTIIDNAEEL 5 2
THANHIAE MYB3R & X7 EOZFEANEEZ 20N & B 5 0MZ7e -7 (Takahashi
etal.,2019), =D Z L5, ANAC044 & ANACOSS [Z#il7 MYB3R D ¥ /37 &5
fig 2 fLEST D Z Lzl Dy, A MYB3R 2 XD G2/M IR B AEG 1 DRG] 2
REL, QQUELEEZHFEL WL EEZLND (K3), ANACO44, ANACOSS 28 LD
£ O I MYB3R OZEMEFIENCEI D > TWDOMNIREARHTHL N, Zih
D NAC BUHRBKF 753 G2 HHE ILIZ FE &R EIZ2H > T L DTN TH D,
ANAC044 £ ANACO085 1%, DNA &7 T <, BiR - IR - &R DA F LR
IZE > THHRBFEIND (Takahashi et
al., 2019), WEMIIEEA ML A E2%Z1T 5 DNAlRlg _ &m 158 15
v A A G2 WG I S5 % (Zhao AbL2 abL2 abLA
etal.,2014), ANAC044 & ANACO85 |% 2 \ ‘ I 1

DORRIZE G2 WifE L ZHI L Tnd 2 b
DR STV 5 (Takahashi et al., 2019) .

EH A NV R XD ANACO44 L

) ¥ svivEo
ANACO085 DIEBUFFHEIZIX SOGT [T E 7 R
W EMmE, RO Y T FNARERK &I
LCHEiEHESh Wb EEZLND 3
(Takahashi et al., 2019), ZiL5HOHIRE % G2/MiBE R6BIEF D
GOT B L, ANACO4, ANACOSS |34~ %ﬁm*“
RABNVAVTFANERNTIHAT L L GoMAm I

T, ZhoxEHAE LY 7T Ve
AL, AL RISE LT G #EIES 3. ANAC044/085(c&BR KL RIC
L= Sty - =

WnHEFZLND (K3),

5. 8HYIC

A N U ARE N T2 8 IR S AL, A MUV ARLD T DRV
—Z T DO N L — A7 OEE L TEETHD, LEN-T, Edko k)
72 ANACO044/085 <°Hf MYB3R Z# L7= G2 = IS, A b L RBREE FCAAE
THZEEREMOTONMEDN LD, BERAKARHERES 2D, LrL, D
AT =AU TUIE RO DL, FEIZ, ANAC044/085 25 & D L 9 \ZH)
HI7 MYB3R D & o R 7 'E 2 @A 2 HlE L TV B 000, &< R TH D, ANAC044/085
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O TR O HFIZEHIAL MYB3R O % 2 X7 B fRICBE D D 8ER 703 & £ T D Al
BEMES E 2 HILDH DY, ANAC044/085 ZTHMR &5 2 7 /VRERITEE A 7Rl N A
Y REHIBEILTWD ETHEINDDT, TbE—D>—DftfiE = & DKM ER
fRBRIZ SN D EEZ BND,

A, HIEKIR(LOET, ZNETRBRLIZZ LORNWE D REZPCKRN, TiF
DR EDORFERGNEETEY, MRPTRERESMEL 2> TND, A X202 L
X, b~ bR EDEMAEEITIAHE LIBALT L ETRINTWD, @R &
DA R LTk B R OIS EHERE O DT IRF e N R L TR Y, Fhbo
HRZED EIZA N VAR OEHRHAA LTS, L, A b L A% 5#
BFLTH, REREOBRBICELF—RIMTHY, NA 4~ A EFEEOMRIZIIR
ERBEDPSIBHIITE 2> T, IR X 912, ANAC044/085 C#Niil ! MYB3R % K 2%
SHTZHEDITIA MLV RICBRIATO RS RAERT L LN TE D, £z,
ANACO044/085 IZEBD A b L AITINE T DB KR 72 DT, ZOMREREFICLD,
a7 A B L RIS T ORISR T D OIEH A ATRBIC R D & Z 2 bl b,
L7223 T, ANAC044/085 DRHEFIOBHFRRT ) LRI L D E K BROIEHIZ &
D, BANEREE T CREG N OLREN R EMAEEZEB X 5 i s D, 2, X
LRI X AR EDO B EEW LT BT, (kiAo TElloRA ML
AR S5 EM 2RI 0E, BEOERTEREA b L AIZEUVMEMOBFRIZ SRR S
ThAH D, 5H%IL, B W T ANAC044/085 —#H1% MYB3R #R ¥ DT 24T 5
ZEIZkY, BHADOBEEA NV AR TS A~ ZAAEPEENTRIEANC LR D K9 i
HARBHR A ATREIC 70 D L I & D,

6. BifF
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1. XL &HIZ

TV DIERETE AR, AR5 2L D Bt DI F2E T b 2 Al AE 53 24U 35\ CIERME 72 B IS M AEAR
MR END Z LIKAF L TV D, HWOMIE ST T 7 7€ 7T A b LT DM NE
ZERSETHMBERICE D ETIND, TDOA X2 MG # OB RERIE, A2 HEO
HIE, MRS & MIREE DA & WV O BHE TSR RIRENE TN, IO OEBE,
77T TANOPTHE I TRy U — 27 OFIETT Tl L CHETTT 5, MIRE
DERICEET 55 F1%, Fx O LD Z2EMonD K 512757278 (Smertenko et al.
2017; 2018), KR E LTI B DR ED X 5 ITHERERII S, IS4 X hE L
TIATEN TV DONITRIZHN S, BT, MRESRE ST o1~ b
Z AR CHETT S 5 R — B L IR A HIEIR T S KR E &, 7T eRy b
T — 7 OFFMNT R OFER 72 B A B = X L OFEMT D S TWD R, #W TIEE DA —
Ya I PFELBRWSE DL, MY B OfEREEbIETELEXLNTWDS, &
Z T, MO MRE S HOREICEE CTHH Z ENGhoTnD MAP - —Eh A
r— R e CHL EE RS —F L LTHOND Aurora ¥ —F R, ZhubF
F—B O FHEOHIBEIAFZ FONHEN L b, U EAEHIE O w2 S AEY O e 5y 240
BTADZARZONTH LN RS TERZ EEBI L2,

2. IEYOMRESIHREHET 5 MAP £+ F—EHRXT—F
2-1. MAP £+ —EhR7—FIZLSHIIE 7 R D H ]

T OMIE 73 E0T, K bIRRT@Y 77 7T T A N EFHIN D MU NEREIERIZ LY
EITEN D, WHATICER LIEERABUNERE VIR SN 7 7 77T X ME, R
RN MIAR (5 B L 7RG AR DN IR S L7t Ml B O ELT IS AW AR DT Rk %
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FENZ2 2N BBIRE (A7) > TEODHINCHIER T2, 77 77T X M OILRERITH/NE R
DORNUTOMNEDREA EIMUTOF 2 —T7V VODEAICE > THRIEESNL TN D
(Murata et al. 2013; [ 1A), Z D X 5 72U NE OEBIEENIWUNE Z A F I 7 2 LTI D 73,
TITETTAMUNEDEAFT I A%HEHT HF—LF2 b —F—L LT, TR
% X278 NACKI (NPK1-activating kinesin-like proteinl) (2 & 0 {EHEAL 415 MAP %) —F
A — R BT 72> T4 (Nishihama et al. 1997; 2001; 2002; Krysan et al. 2002;
Strompen et al. 2002; Ishikawa et al. 2002; Soyano et al. 2003; Tanaka et al. 2004; Takahashi et al.
2010; Kosetsu et al. 2010; [X| 1B), Z /N2 TlX, Z® MAP ¥ —EH A r— RO EALI0E
9% DX NPK1 MAPKKK (nucleus-and phragmoplast-localized protein kinasel) C, &R 4%
X X7 NACKL & DOFERIC K D iEME(L S 415 (Banno et al. 1993; Carderini et al. 1998,
2001; Bogre et al. 1999; Nishihama et al. 2001; 2002), Z D 22D X > /37 E 13, M 1 CIZHRE
(CHUE L TW

A B
S 4 e I NACKs FUSED
CRANSL L o \4;%‘577“ . SRR (AINACKT,2) < (TIO)
LSBIN L 4 , - St )
e . —mamme | NPK1 MAPKKK vk
LEER A % R . \ . O o
_——
5 % NQK1T MAPKK
jl\ L CTiEMAk ‘/rr:” H f " (M}iKﬁ) { Auroras
I 5 L FEERIZ, BEa -4 PI4KB <> NRKT MAPKKK —— p1apess
NE (MPK4) ,
- . o e ouvEa 5 ; BNERAO)
725055 WJ\E'U)Z &Fa = i ¥ J “
e i v opATL 1 2 U
% o S , T
b D7RIE I, 22Tz R BSOE, IERADID  BINES 22RO
S2F0W T T

1. Y OMEE R
BT T A MU (A) {ERREDHREDISTETSAMUNEDERES (FIHR (B) HEHDHERE
INE DTS % BAREHHTI9RGATFT—F
I RTE AR 2L & 5, NPK] DIEMEIZ Z ORI e — 27 22 20T, WX X7 BORES
X Z OB £ TR SN TV DR, ZOMMAICHO W TIZHRIRT 5, NPKL O Fifi T,
NQKI/NtMEK1 MAPKK, NRK1/NTF6 MAPK 23 Z L4 Fid ¥+ —E% U V@b L, 71 A
r— RAERD MR 3 R R R A ZTE ML S 41D (Soyano et al. 2013), BY-2 A0 12 A X
F X FIZEBV T, NACK] X° NPK1,NQKI ® K+ > b3 HT 4 78 (FHAF~DFEEEL
REPOFF—ERNEE 2 RV H) 2RI SEDL L, 77 7T T A FOIEREE
DB S A, RIERe MM 2 RS2 0 LIl oy /AR 2 2 s 3 i 23 i A il &
AU% (Nishihama et al. 2001; 2002; Soyano et al. 2003; Sasabe et al. 2015), = OFB I/ NE %
EALAITHH X XY — L CREEMBEZ LI L -REORBA LW R e s M ERD
(Yasuhara et al. 1993), ZOH A7 — RNIXT7 7 7€ 77 A FOILREEDOHEME L 70> T DM
INEHAF I ADOHENZBE S L TWb EEZz LD K)otz

D%, WUNERES #7327 E (microtubule-associated proteins; MAPs) I[C&EH L=l A
— FOEWNZ X7 EOWREN Thh, REDO—>2& L THU/NEFR{LZ VX7 E,
NtMAP65-1 23[F]E STV % (Sasabe ef al. 2006), MAP65 [t k (PRC1), #H (SPD1) 75
f2RE (Asel) ETILSBREENTX LRI ET7 7Y —T, WThOEWIZBWTHMRE
DHA~DOBER R X TV D (Pellman ef al. 1995; Jiang et al. 1998; Schuyler et al. 2003;
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Miiller ez al. 2004; Verbrugghe et al. 2004), #ILE /3L, AMFZ LITMBE O 7 F L% > B
U— 7 BRFESE, BT B BRI X0 FIT SN T AR, BKWICFE L7 72U —
DRI EN T TN TV A Z &t b B BERRY Y, NIMAP65-1 1%, MAPK (2L - T
CRIGD 1 APN Y b ID Z &I L0 HUNE OFAIEYENME T35 (Sasabe ef al. 2006).
ZOV UL A MCT R BREREE A LZIEY VERER MAP6S % & N BRI G
FIRBIED &, BUNERESHNIR T 2BIUENERT 5 LR, 77777 A D
PERAEDRIET D 2 & 03537 o 7= (Sasabe ef al. 2006), Z 4L 5H DFEREN S, FH O J8RIZ
NETDHT T 7T T A MUNEDT T AT, MAPK 25 MAP65 D U Rk % 7 LTI
EOHRLE RFTNCED THM/NEDFIA T IV AEFTHTHI LKV T T TETTARD
JEREZIEET 5 LWV ) ETAREEBE S LTS (Sasabe et al. 2006; [ 1B),

ZORKIE, vrAXTFT AT THRFEINTEY, NACKI Dy a A XFAFRER T %2
— N4 % AINACKI & AINACK2 %, fE 3 HZAROERERIGFRIE S v/ HINKEL &
TETRASPORE & =i\ E#L[Al— Td -7 (Nishihama et al. 2002; Strompen et al. 2002; Yang et al.
2003) , HINKEL/AtNACKI } (%, TETRASPORE/AINACK2 D75 BiKI1L, L F RN 2L L 1E
TR 2R3 73, T EHEAERITMIE 5RO KD O BBIRESEIZ72 5 (Tanaka et al.
2004), Z DT &3, NACK-PQR & & 41T B AL Z ORREEIX, FiW) DM 7y 2 % OME
BIREITICB W THATH D Z EDNHL N2> 7, MAP6S (T A XFXFTIL9 DD~
7 LU =AU R=RFET DN, £D 5 H MAP65-1, 2, 3 KT 4 1X MAPK (212 T CDK <X°
Aurora ¥ T —HBIZX VU UEEbsnd Z L, 20U UL MAP6S DIUNE~DHEGTEME
RFATETEIC R EZ 525 2 LIV MRESRICFEST 2 EIRESNL TN D
(Smertenko et al. 2006; Kosetsu et al. 2010; Beck et al. 2010; Sasabe et al. 2011a; Li et al. 2017,
Boruc et al. 2017; [X 1B), 2D X 512, WM OMIE 2T 57 7 77T A MWINED
HIENZ IV T MAP6S 13RI - &£ 72> TS L) THDD, SEICH AL TEITL 1D &
B o MBE DT A T = X LDOEFMFHOTZDIZIX, ffx DU il X 2 HERE]
HOFEFRE ZNZENDOY T TRy NU—7 OMAREBREW NI T HIHLERH D,

2-2. CDK I2&% NACK-PQR #% & 0D i 1

FEIZ BB 72 Y, NACK-PQR R DR T IX M BNC Ao 7B T BOERMPBILEE S
573, MAPK 1 A7 — ROIEMAGITAIOE ORI RE ST\ D, Z OFFRAYRTEME
b, TEPEILIRFCTdh D NACK Ein+D M BIFFERAERE &, M 85~ DOBATHI TORFER
72 NACK1 & NPK1 OFEAITIKIE L TWAN, ZORBENIERRZ A 2 7 THIIE H% %
FATT HIOICEHE R Z O ZHSOfliNE, Wit CDK ICKVFHAEI SN TND Z &R E
LT % (Araki et al. 2004; Sasabe ef al. 2011b), KL E 2 —DEGEL DR THIEREN TN D
X 91z, W OMILE O G2M B ~DFEATIZIZ RIR2R3 I MYB #55.[K ¥ (MYB3R) 3B 5
LTW5% (Ito et al. 2005), MYB3R DOIEMEGIEIZIZ CDK IC XL D Y VLD EHEETH LD, ¥
ANZBWT NACKI X, Z OB RFOHIE NIZH D Z LR LMNTR>TWD (Araki et
al. 2004), F7-, FIFR#% D NACK1 & NPKI % CDK ORETHDLHIZ LN RINTWD
(Sasabe et al. 2011b; [X] 1B), M #IIZ A% &, MYB3R IZ L DHRBAHKAT L Cli & > /N7 HEDOE
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RN 22, bz 37

HIEHERRMC CDK 12k D U gL \ %&%D—fi—&&;b o ©
S, M B350 T CDK 152 p % 5 % P
ETT5ETY U RRLIR BB R & RO -

%, NPKI 1% NACK1 DEFERHEEIC xss A
FOFEHLEND ZEDBRDoTY | w1 8 I B EE
%73, CDK VU “i#{kid NACK1 &K TF SRR AR D BRI RO R

NPK1 D#EA % invitro KON in vivo |2 2. CDK 1= NACK-PQR #5500 &1
BWTHET S Z EBHLNI -
oo DFEV,MBIFHIETIE, W N7 EIXCDKIZED U VBB X » TREADHES
TEY, BYIZAY COKIEENMETT 5L (0 M#IEBHT 5 L), CDKIZL D& v
RIBEDOY VLR EN DS Z LI2X W, NACKI & NPKI DOEEMEA & ZhilHki<
NACK-PQR &I DOIEMAL 23 F5E X5 (Sasabe et al. 2011b), Z D X 9 12 NACK-PQR & D
IEMEAE, SWRZ 5 EHIIRESHOBMAIE, M IOEITE Y 7 LTEEICHIBE STV S
(X 2),

3. NHRYFF—+ Aurora FF—EDHREAIZE (T HHLEE & HilfE
3-1. ENMARRIZ#115 Aurora kinase DEE

MR 7> 2T 36 1T D YL AR D IEME 72 57 BeIE, AHEERIATUINE I K 2 Bk DA ie & 24 B0
BOXAFT I AKFEL TN D, B TIE, 204Xy FOfIHOF—LF ol —X
—& LT Aurora ¥ —ERNENTNDZ ERMBIN TS, Aurora X —E X8 O 1%
FHZE TIRAE SN EH T — B T, SREEERCHIFRERTIE 1L 2, Py a v yay
NETIE 2D, ZLTHABY TIES DDA L NR—0 RS TN D, ZOREITH 0K
Doy B, YLt tROEEE, HHIY AR OFES D & B EEIR O T ORI E /0 2O il & 2512
> T 5% (Goldenson et al. 2015; Vader and Lens 2008; Ducat and Zheng 2008; Willems et al.
2018), EMWHIAIZ IS 1T % Aurora 5 — B OKEE & Felk L C, MEMMIIED Aurora ¥ —E D
BEREREATIZENL TV D2, T 2 Cldmiois Sl g o HA~OBE5ICE R %2 LIE> TR
LTy,

FLENY D Aurora 7 —ElX Aurora A, B, C D 3 DD AL N—=InBRAHM0M, D H 5
Aurora A & B (3 2H OHFEMIN TR L T\ 5, Aurora A 1%, G2 #1 L H.IMERIZRTE LGS,
BENEHA AL | IAL SRR (MIARIZ 23 2T HCMR) & BRI ICEERE T 5, S HOBIGITHEW,
DRIy F2—7 U UHEAIRR, TACC (transforming acidic coiled-coil) % > /X278, Z L T
BRx UNERE G X2 v X EN Y 7 v— RS, B/NERF L (microtubule organizing
center; MTOC) & L COREREN JLHET D, AR L7 HUMARIR, TUNE OFEAE & 72 0 BB D
FHSEIATZ AL AR T 5 25, Aurora A [XHVOMARLEAZ T U CRESEIRTE R 2 HIlH L T\ D 2 & 73
527> T %, —J5C, Aurora B 13 S I BEICERI L, M HIZ A S & QeEafk ) HE)
JFARA~, Ml E D HRFIZIZE S P TIAVAE Y LD vy RY —ICRESLTT % L, &k
IZIEI Y RART 4=~ XA F Iy ZITREEELSE D, 2D XD ICRkA LRTEGFT 2%
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HIE5HZLb, Aurora B Z G0 AR Y N7 BITREKR NNy Yy —HEK
(chromosome passenger complex) & FE{XILTUND (Adams et al. 2002), Z D JRTENRE — v
HLTFHTEDLEBY, Aurora B [FREAIRDEEE L 4yfd, £ L GHllAE AR E R B 2@ L T
HERKEZRIZLTLTWASZ EHLNIIN TN D,

b X T —EBOHRINCEK T DA RAEBREREIC OWTIE, TNENORFIICEIT 5
IEMAER - FE DRIEIC LD Z D4y THEREDH 5272 0 558 B A (Willems et al. 2018),
Z Z Tl Aurora B (T X o THill#H S 41 5 ML E 53 HOEIT 2 HIH T2 A =X LIZDONTDH
fHHICHAIT T D, Aurora B 2 B o et fi N o 2 0 Oy — AR, MIE ARV T,
NG IIZRER DN S LA NERMER TH LB FTLAE Y FADI v BV
—NIREL, RV URHZ N7 MKLPL & Rho GTPase activating protein (RhoGAP),
CYK-4 7> O 472 centralspindlin & FEINAEAEZ U UL T 5 2 &R0 > TN D
(Glotzer 2005), Centralspindlin (&> kT /LA E Y RAVERIZE W THLZRHIEINT-& L
THIONTERY, WWATICER LN EZ +HmCHRIbL, B F LAY RLORRK %
{E#E9 % (Mishima et al; 2002; 2004), Centralspidlin |%, Z&A&{LZ S L THUNE O FABIEM D
FAL, BV N IAAE Y RAVDEREZREST 22 DML TWS2Y  (Hutterer ef al.
2009), = DEZERILIZ MKLP1 ~® 14-3-3 X U 7 BEOMERICLVIRESND, —H T,
Aurora BIZ XV U Vb S 472 MKLP 13, 14-3-3 # L X7 B E OREAPAFESND Z &0 b,
v RTINLAE Y RADI v RV — 2 TlE, FFTHYZ: centralspindlin OEFE & FALIEIE D HER?
SNAHZELITEY, EFRRMRESHOETHRIESNTND EE X BTV S (Douglus et
al. 2010),

3-2. HEY)HERE D Aurora kinase: fif8E 5 RICH T HHEELRME F

i%) @ Aurora 7 —E(X a-Aurora ¥ —1E & B-Aurora ¥+ —ED SOV T 7 T ANnG
2, A XFAXFTIE OD a-Aurora ¥ — (AtAuroral, AtAurora2) & —D>®D
B-Aurora % — (AtAurora3) %¥i> (Demidov et al. 2005; Van Damme et al. 2004; Kawabe et
al. 2005), a-Aurora T —FIZ/3FH XD AtAuroral K O AtAurora2 1%, BERED FREERTIIZE
(ZIRTET D05, IR IT M B1408 U CoRBofuINER G L, M E 75 K235
WUZRTET 5D (Demidov et al. 2005; Van Damme et al. 2004; 2011; Kawabe ef al. 2005; Petrovska
etal. 2012), —77, B-Aurora %71 —E ® AtAurora3 |%, MHIZIZIEZE K I vt ¥ —IZ,M
MHRENCITE Y b A TR ET 5 2 LR HE STV D (Demidov ef al. 2005), Z D X 5 72
JRTEN D, a-Aurora % F—F & BAurora - — B 30N B W TENZ RIS EEZ A
LTWD EEZ LN TSN, B Aurora A, B & EHZHUERERIZ IR L TV Db Tl
IREXFHTH D, 21X, AtAuroral OFFEIAR~D FIEIXZENW D Aurora A D JFTEIZLEL TV D3,
HIRR ~D JHTEIL Aurora B D> F T VAE Y RV w R — U ~DOREEHEIL T 5,
F72 AtAurora3 D hu AT ~ORIEFM BTN Ty B Py —EE R TR T
% Aurora B D JFTEICEL TV D28, IR 4y 2407121 Aurora B D X 9 IZJRITES T2 02 5 2 &
1F72 <, BefafRic e U £ 5 (Demidov et al. 2005), #2351 % Aurora ¥ F—E OBEREIX E 72
RIRADER YIS\, B D Aurora ¥ —B DIEED—>, b A > H3 (CenH3) I3HEM
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IZBWTH Aurora ¥ —EBOREETHDH LB X BN TS (Demidov et al. 2009; Kurihara et
al. 2006), CenH3 [IHEMRDF R N 2 TIZRET 523, BY-2 MldiCi W CTEDREE T A 7
ARA=T TV BIEE LT & 2 A Aurora ¥ —E OHFEHITdH 5 Hesparadin ALERIZ L V)
FE(RDSRIEE ~DFES|DEN &, RO NEDOBRICT ¥ 7 7 nE® Y — AREHBIE SN

o 2D EMD, Aurora ¥ —E 1L, FHARGEROEINCEB T LR a7 E/NEDORIO
fEE E YR DBEC T a e — Y U OBEICHEREL TV D EBE X LTS (Kurihara et
al. 2008), L7>L, Hesparadin ALBRIC X W UNEZ A F X 7 ZTITZEA R 60T, MU
%9 % Aurora F T —F DIEAIZONWTIZIE SR AT 25 5720,

AtAuroral N ON2 [ MR 43 SR SHBAAR I C RTE T 2 23, AR O RS 73 AR 2 B\ C
Aurora ¥ T —BIXLED LI ITHBEL TWVWLDOIEAI 1?2 v A XF XSO atauroral
ataurora? —FAE BARITEMRARBIE ORI Z 77903, 9507 U VD atauroral & ataurora2
D BB FARE W TZfEATIZ LY, a-Aurora ¥ —EB DHEREIZ DWW T BV FB3ELINL TV D,
Z O ZHEABRKITARRIZ IR 21328, £ OJRE RITAAR R Rl DI & 73 223 T
RGO EFENAEL D Z IR LT/ (Van Damme ef al. 2011), OF Y, [IE5 72 5]~
DOHPE 5 ZN RENE L T-DOTH D, o-Aurora FFH—E D _EHERAKTIE, ZoFRHEAIZ
Iz T, ISR D S5 [ 2 o 7o /3 R0, AR b5y S AK, SHALTERL & o To ik &2 72 38 A i
FRICIB T 5 IERFR R IR F IS Z W TR B AV K O 7RI 73 R o T ) B DBl 52 S
N2 ent, ZOXFT—EBOTREREEITHIRIZAR O DX EOHI#E TH L B2 b
TV % (Van Damme et al. 2011), F 72, a-Aurora 7 —F D RNAi 7 A > CILHIBEARIZ K D K
HE LD MRE RO REPBEINTND Z End, MlEKERZ D DICHEE LT
DD LAV (Petrovska et al. 2012), T, v A XF X} @ a-Aurora ¥ —EDIEE
& LT, SISO LIuNERE S Z v 77 B D MAP65-1 2N &7~ (Boruc et al. 2017;
1B), Aurora ¥+ —EIZ X5 U UERfbiX, MlasZIE1 5 MAP6S D RTEZ T 5 Z &
(2 X0 RS HOBEITIZH G LT D K D Th 5753, MAP6S Ol A J1 = X 2 & Hillfia 55 2L
(2B DRE 72 FIEEEIC DWW T, ATl L7z & 36 0 D 3 2 % - — 812 L 2 RFZEfH ) 72
U VB bR Oy N — 27 OFEIEZB GNIT L2 ERMETH D,

4. HRERRIZAEIHZDMDFFT—E

HE S ZUCLEDRF & L THEES /-3 1A XF XF O TWO-IN-ONE (TIO) %, @
MDRAZFIET 2 EE 2 7T IGRERE E LTHONTWD Ny Uk y 7V 7R
RIICBIT DL 2 2B AR D—>THD FUSED a7 A & —F LHU L=t
VIAVF=vTaT A4 —ETHD (Ohetal 2005), TIO IL, FMla'E 5y, Kinesin-12
7 7 2 U —® PAKRP1/Kinesin12A ¥ O} PRKRP1L/Kinesinl12B & DR HEAEAZ ML CT7 T /=%
TITARNDT T AMIRTEL, 77 77T A NOPEREZFH L TWND Z ERP LN
TW% (Ohetal 2012), —75 T, TIO I& Kinesin-7 7 7 3 U —® AINACK2/TETRASPORE & #H
HEHT D2 &, ZofEA %I LT AINACK2 OIEMTERREEO I 1T 2 /I 5 2O RERE %+t
PUAOIC LS 32 ATREME 2 5 LT % (Oh et al. 2014), Z OFSHIHIVEA I Kinesin-12 7 7 2
U— LML L TWND Z &S, TIO 13472 < & B IEMTEAGERREIZ 35 T NACK-PQR & # D
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MR 1 & OEEEE S 20 L CRERFIICHRE YR EAICHIE L TWA s L5 THhd (K
1B), 4, TIO OIEE AW O MITT 2 & RIFEC, EHEHRICBW TR bz Z RN
NACK-PQR #&& DIEMEIZ 2% 5. 2 TV 5 D7)y, AINACK2/TETRASPORE DA% ORERE % [
L TWDONEHLNNIT L2 LIk, MIRESHEHOHHHIZIIT D TIO OEEIHNH S0
W27 H SRS,

B, AIBEAIZ JRTET % PIAKB DSHIRE 2L B W TRIBARIERL & 7 7 7 7T 2 M
BOXAF I ADOMBGEFIFIL TWD Z &R HE X7z (Linetal. 2019), ¥ 1A X+ XF
D pidkpl pidkp2 "I FARTIIMEAS @A B L 722 0 Mtk Ofx T o/NMaf & 2 E IS
ERIREIZ, 7T 777 A MWUNER BFTHNCRREIZE L TV AT BIE S, BRI
MEDHORENET D, ZOERIKTIE, MAP65-3 37 7 787 T A N DIRIEHE D72
5F, TR SIS DOPENIZIRZE L T DR FRBIE SN b, 779 7ET T A
~ DIEF 72 2 AL MAP65-3 D BFTHIRTEISER LT s EHERI SN TWD, Ebig, EH
51X, PI4KB1 & MPK4 MAPK W)BERIMHAAER 35 Z L 2R L TE Y, PI4KB & MPK4 3%
NZEI MAP65-3 DJRITE TR ZHIEHT L LKV 77 72T T A MUNEDKE AT
A Z FHRANCHIE LTV D ATREME 2 S L T\ 5 (Lin ef al. 2019; X 1B), F& 4 %, MPK4 ™
FEDO—2E LTHRAT 7 FUNA ¥ h—ViER X 737 PATELLIN2 (PATL2) %+
LTCW% (Suzuki et al. 2016; [X] 1B), PATL2 OHIfAE IS HHEREIXS D & Z A B
TIERVR, TORMELRGESNTZ RA L COMWE S, MR O IR IZ B\ CTIRASE
R/NEORAEIZEE S L TW A AMEEEDR B 5, PATL2 IZKFERA T 7 F A J ¥ b —IUITHE
BT HRENZFFON, MPK4 ICX DU VBBEIZL D ZENENDRAT 7 FUNA ) ¥ h—)b
IZX T DREBHEN LD D Z & D, NACK-PQR & 73 PATL2 O Y Vb z/r LT, 777 %F
TITAMUNED T A F I 7 AT TR, MIRE ST T L IRASE LIRS O fil# 12 B
HELTWLaREE L H D E#E 2 TS (Suzuki ef al. 2016), 5%, NACK-PQR #&#& LR A7 7
FONA )Y F=ARBEOEAEFR Y N T —27 OFEZW LT D Z LIk 0, Mgy Z
BT DEHERFRED EDO LI IZHFAL TEITINTODO0BHL NS0 Lt
VY,

5 BHYIC

WY OMRE DT T 7 77T X S OBRERIE & AR OREEL % LTt Z 5 B0
5, AR, MBIFF—BICESEKRY, ZORECHANERR T ORI L 0 g HZ o
KRR AW ST DM AEDND LT O LN 5oH D Z L&/ Lz, LrL, 0D
HRIXEIZIZAL = TH Y, MY OMBEDHD A T = XL OBFEDOT_DIZIE, B H NI
o TCEIMBF T —BOREORIELZ I LD, TNENDO T 7T VR O AAER %2 5
(ZRRHT T 5 2 EMMETH D, Ikl ~72 PIAK OFID X 512, MRERICED 2 & B
TG 103, #kx oG RT7 20 LTI g ORI LS5 LT 26452525 &,
SENIHEIT L E N7 Tl 53 HF O RSB OHE R 6 b flaEs o2 A F I 7 2 &
DR E RETHEN S 500 LiLe, MBS 2 e T 2 b A4 ZREMAR 7 Ch
% SNARE % > 737 ' KNOLLE (ZAH AAEH ¥ % KEULE I, SNARE % > /37 B D25 i
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ZihE LA 2R 5 X X B TH DN, TOERKTE, MIEEERE T TR T
TITETTANOEEICRENRROND Z ERWEINTEY, KRR 2SHBERE K & #
BHEAFTI 7 AZHASELR L L THET 2 AENERE STV S (Steiner et al.
2016), X UOIZ TR L 91, MIESFIIREFEROEE L b4 X N Th b, 4514,
AIE R ZICBWTEITSINDMEH L DA R N0y T TRy NT =T Doy A1 =
ALREDLIZEROR Yy 8T —7 [ LOMAFERHAZHIEIZHGNIZ L TWS Z &R, o
HRE 5y D 53 T O IR B OBRE & Z DS DORER OB D= DICEE THH EE X T
Wb,
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1. [XLC®HIC

WUNERT 7 F AL o> TUThO I D MIBNEE X, EZEM ORIRLN CYERE A 725
VEDEMEHETH D (Vale, 2003), BUNMIOMILNEEICH E ST, X IESV T
IAREWE 72 & OB HERC Ry 23, ARSI X o CHERE PN O R E fE ek~ U |2 i &
IND, B TIEFR T L F A =D K DBUINERAER 2240 PR B O 78 23K /)
FICATONTE 72— T, M TIET 7 F oL 343 KD FUBEREIN ZE 2N
B L L CHEER SN TE 2, LOLAERS, I F 7 8B T BNEHBFELTWH
HICHED LT, MBI 2NE OMBNERE SO T HILH E V570> TRV, K
FRCiX, kY THLE AV VTR I OF N T3 Tk EFICEY, FEYiaic
BT 2P0 NERAF I 72 B B AR L2 D W THRR T T 5,

2. HMlRAEXZESHMEEEREE—F—2F

MIRNEE 1T T 7 T2 EUNE, F LTI oMl ERIcMiTsE—42—% X0 H
IZ &> TERE S5 (Vale, 2003), E—4 — & LRV EOIEE—Z —FHIES A0 (B —2)
LG L, B —fEES MR E EEBEIT D 2 & T — DR THhI D, £ LT,
FED — T HWET HE—X —NKIET D L, MIAN T — 205540 FL O 5 2
FlE L Z &5 (Hall & Hedgecock, 1991; Tanaka ef al., 1998), 7 7 F ARIFHI 72 HIiE PG
EERENT DI I AT TH Y, BRI ATy VINaOH, MNERA 2 N B
ES k2 — T & k35 (Reck-Peterson et al., 2000), — 5 C, $5/INEUATHI 72 ba PR a6
EEAENT 20T 1 EIRE A A = TH Y, RV UNT T AT ORI %,
IR A A =2 N~ A F A MO S 2 Z( 79 5, ML 7 AL~ A ) &
SRTIEED 2 FIEOT—F —H R IE L — T L OFEEHERNEEN DT D LT, Wi
[ DB NER AT RIE 21T > T D (1K 1),
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T 9 F ARGFHIEHE M NERFREE
1. #HEEEEE—2A—DFICLPHIEN@EOETIL

— XA, HEY) TR E IR E S AN O R ERREGE 21T O EEREKEN 172 L FE 2 5T
& 7= (Shimmen & Yokota, 2004), HE¥MIEDIFIEEIRENET 7 F o & I A4 v A2 Ko THEEE
S, AR Far FU T ol h—T/HELTEIA T BT 7 F 0 BTy E
95 Z & CTHENINAEL B, FEEMEYD I A4 i3 class VIIT & class XTI O " Fl |2 KRl &
N5, EIZHEBEREZIRETHDEclass XI X4 THY (Lee & Liu, 2004; Reddy &
Day, 2001a), &7 /WAEMITH D> 1A X+ A FI2E 13 FD class XI I 72 A5+ DFAE
9% (Ryan & Nebenfuhr, 2018), L22L, {ERRFIFERENBE I N2 E AV Y T
TIAFAET D 3D class XI I 72 8L 1%, FRIFERE Cld7e < Mo feum k&2 %
5.4 % (Vidali & Bezanilla, 2012; Vidali et al., 2010),

T F e I ATV AT K AN D &, fNERFR a2 BT 5
HMEITZ LW, TOHEBE LT, FUPERE S WO ESRAREE S AT AL - T, 4%
INE DFFHNFREAL SR W ATREMENFER ST % (Shimmen & Yokota, 2004), L7 L,
VEAXFAFIZIT 61 FE, B AV Y TRISITUL 78 D F A BB BFEL TN D
ZENLY, BRI & RO INE R TR S AN T HAERE L T\ D Al
BEMEIX 0% 2 B D (Lee & Liu, 2004; Reddy & Day, 2001b; Shen et al., 2012), = L C, %
INEIRIFBIZRBE D E 2 R T DR bW O ilE ST, iz, # =itk
B ORI A - 72 EZER T, B oMl s B S RUNE RSB B8 T DR 0381
£ X172 (Romagnoli et al., 2003), F7=, & AV U H 3 I OEERMAGEBNZ BT 2 FEER 5,
JERRGTZ K- TR SN 2 EREB DU NEIRFR TH H 2 EA/RS N (Sato er al.,
2001), ftiZ®, MIfOEERERCE Y 2 BT/ NAaDOBEIS, %, WUNEERH OBE) & Vo 72Uk
BN LB DB SN, SR 27 NENEE— 2 =0 F ORGP R ST
(Cai & Cresti, 2012; Doonan et al., 1986; Kong et al., 2015; Miki et al., 2015; Nakaoka et al., 2015;
Zhu et al., 2015), L L72R D, EDOXFR v T—F—X X ENME kT D07 L,
ZDFERI2 3 TREFEIZONWTUL LK 3o TWHR,

bz A OB NERAFRY IR AR IS\ TE 2 D BT, BBV E L CHIE 4
=B TOERINET NS, MlEY A =0, BSEBEICBIT D EER~ AT A
s S AEE— 4% —"TC& Y, DHC (Dynein heavy chain) & 25O AAERIE 112 X - THERK
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INDHE—H—41ThD (Cianfrocco et al., 2015; Hancock, 2014; Kardon & Vale, 2009),
W CIEME— D~ A S ARG R xt—2—L LT, I har U7, IBE/D
i, = RY—L, NFFY—A, =773V —LA, mRNA %, fheleh—I%
595 (Allan, 2011; Holt & Bullock, 2009), F£7-, E—# —{EHEEZFIH L7z A KL
[EHiI#H<> (Aniento et al., 1993; Grill & Hyman, 2005; Kariki & Holzbaur, 1999; Kiyomitsu, 2015;
Mmmymwxﬁmﬁﬂt@ LF (Ferenz et al., 2009; Tanenbaum et al., 2013) %5 41T 5 4%

REX VNI ETHDID, MEX A =132 < OB CHABE & L THREL T
% (Cianfrocco et al., 2015), & Z AN, 7 NEMTIZ X o Che FAEY TITHIRE X (A = %
I— RTHEEBETHDOIZEAEN KDL TS Z ENH LN -7 (Lawrence et al.,
2001; Vale, 2003; Wickstead & Gull, 2007), Z D Z L%, B EHEDOMIEN TIZF R > L
JVE & A = N K DM VERRE A AL L TV 2 2 BT 528, s ek )i
L CHIfE & A = DIERZMME LT DT> TWiRno T,

3. EXVYHARTTOREE

A, B AV U TRIFIZBIT D12 > OBREMNT NS, HMIIRNEXICE 5325 3
DXV DFEE S 72 (X 2; Miki et al., 2015; Yamada & Goshima, 2018; Yamada et al.,
2017), & AV IR A7 OFREEEMIIE, —RRMNERMEZF L TR0, R
57T A~ A T AEO LD L OEIENRE R2ONEHER TS D720, MlaPgmto €
TN LTHMHTHS (Hiwatashi et al., 2014),

%Hﬂﬁ@?ﬂ@#@ﬂ% TR D S AL B PO A ] Z L I BE ICHIE ST D, B 2R A
%A U 5 7= O ITIEME 72 il 235 CTdH 5 (Gundersen & Worman, 2013), 1 21X, HEERE
l“?o/\}”ﬁ%lfﬁﬁ SSNDHAN D HERIOEOBENL, BN STMNEDX AT T
ANAEL DT> THEI =415 (Adames & Cooper, 2000; Tran et al., 2001; Zhao et al.,
mu%it,VH4R%X%@¢ﬁvquﬁmmMmWH@Am%ﬁbfﬁﬁ’

L, IROMILTT 7 F ARG &2 E W T 5D (Tamura ef al., 2013), ZD XK I D@@J
TR E A 2 Lo A TR ST o0, —BicfiAazElEd o2 & if%ﬁﬂ,
MR FECIE A BRI L > TEERTH D,

B AV YT XA OFSRRMRIEL, BN ERAFR R THEEE 2 HE L TWnD
(Doonan et al., 1986), #ZOELE AR E NG U TEL L, MO Seimmia Craszi3raximn
PR AARR D HLLTE 2 MERE L7278 BRI O RIS A o Cleimfll~ L BB 2 (4 2),
e ta AR5y Be A AR I SE i A D L S [ s o CTRGRICRE) L 721, ¥ S 7o MipaiE g
Mcd LB 5, £0%, JEERSEER LD Do D & LIEE THUHIRO
Hh~EBEIT 5 (Miki et al., 2015),

TEMFE R 707" F A5 A% R 2 > Cd % Armadillo repeat-containing kinesin (ARK) %
RNAi T/ v 7 20 35 &R &% ITIRZII 0 K b— B2 b 00, F.OICBE)
T 5 Z e A SN MIaREE £ TIR-> T< 5 (Miki et al., 2015), MIfRABET 31X~ A T
ZIINEFET HHEPTCTH Y, ARK OXRBIZL Y 7T R aEO®EN KRB L2720,
DA T AEANCBE LT Z & 2T 5, £/, ARK OREB & (IR, 12
14 %777 U —IZJ@T % Kinesin with calponin homology domain (KCH) Di&Ar {-EEE T
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I, MR ZAZ AR O L E THIE SNTEEREOFITIEE 5 2 & 7  Mlfadeiin £ T
#1925 (Yamada & Goshima, 2018), &% > 14 [ IfthD 7 Z Rt 2 o > L1370,
~ A AT AED T — X —{EMEE R T 2 & TR 5405 (Jonsson et al., 2015) , KCH
23 ARK & (WG MEDE—F —ThHZ &L &, MERKORBUNKBHTHD Z LD
t, ARK & KCH MMEHIL THERET 2 2 & C, WMIOBEIEZHERF L TV D LD ET L
NEZ NS (Wuetal,2018), ZDZ LIRS, MIIRE XY A = ORbDIZFFT v 14
W~ A T AT O E E R 5 2 & Tl AERESITONTWA Z LR LT
D, R =— 7 A A G LT Z L 2R L TV D,

MNZIT T T R &~ A T A HAE SR R o 2 K D 7 MO EECE R 23T il 5
— 5T, SEMNITE R DB EET D, S E NIRRT AL D 72 D 1T INE A
g SN, MIRAORUNEMMENZENT 2 (K 2), NGO T T b5k R )
WCELIAI L, MO HLIZ > T A F RAmnEim 325 (¥ 2), 43281 8 i3k g
BRI INE D~ A F AGa S ERET Dt L~ E BB 5, MR RN~ A TR
i J7 AP R 3 14 Td B Kinesin like calmodulin binding protein (KCBP) DigAn 1-HIEMK T
VX, Yoo RS BER% DItk Ye o 53 AR /KE DR B 23 KIEIZ 4L T 5 (Yamada et al., 2017; Yoshida et
al., 2019), BetafR

%I\C KCBP JMiligkly 7272793+ MR

@ IcR< Rfe S2 (b = P
THZ L, Mgkt T -

Gy IR IEE DBk~ A ‘TO > T—

F R TH D T — > BEEMICE > TRBBIERShEL
LEEAADED L, — .

KCBP 734 (43 % T — - RSB O

N b/ RN ERAR NG > AR

kT o5E—4—T — = D B EO%E

o ENERIH = KC?';RK > SRR RIS S SHMAOBE

%o ¥ 72, 7HMi72 KCBP
D/ AEfRAT N B
SUNI (BZJEE & il B k& 22 284 9~ 5 LINC AR OHERLIA F) ° CROWNa (I D7 X 7)
25 A U CKCBP NRTET 5 2 L AR &7z (Chang et al., 2015; Pradillo ez al., 2019; Yoshida
etal.,2019), Z DOFERIE, KCBP DMEMEHEART DMk Ge e RICHE & L, ®iik 217> T
HZEERBELTEY, ML TV LINC HAKE TR 55 AT KCBP
D3 2 FH O ATREMED I,

2. HERAREAICHE S UNEBIEDERIL & KECE

4. B AW AR DERZAEE

TERR IO A RIS LA M N E CTh Do B RIRZ it § 5 72 DI TERRIR DR
BEHHIRATHE SN TEY, JEOMEHc X > CTEREESNFEIND, AV I TX
27 OJFCRAHIIR T, 77 F o L RUINE O I E R S BERAEB)N B 535 23 (Sato et
al., 2001), o/ NEZ N LT2 0 THEIZ DWW T H E 0 500> T o 7o, BRI Z &1,
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KCBP BAR-T-HEERE ClIeimit e o Mia st CEERMAROERH RO H41dH (Yamada et al,
2017) . AMARSEYE TIERUNE O 7T AN EMET 5 2 & &, KCBP 23~ A F A H o€
— X —Toh b &b, KCBP NERKE ~ A ;T AMG G~k T HE—F—ThbHZ N
3%, £ LT, KCBP BIRT-HEERT, MUNE DT T A ERET DMl dein CHERRED
EREMBIE SN2 L5, KCBP 125 L CHERAE A LT 5 7 7 A Akt — % — 0
FIEPRESND D, 40L& ZAMMICIERKZEILT 57T A APEF 1 o v O
EVA-V (M QAVAIAN

5. 8HYIC

WEEF L MM EY 2 0 ANTZTEORICE > T, 7T7F e I4 v it kbR
T EVREN AN AR A B L O B RBREN /) 72 L ZB 2 G TEMICB N T, BUNEKFD
7R HERE PN DAFAEDEI S bh 7, REUBURNT ) Dk & 7] 5 € — & — o 1-Olpk &
NDHH—FIZONWTOHEMITIERE Y 2OH DL OO, Wk L —/L L 72 HH0NE OFPEH]
L, BT — 2 —OEMHIE, T—&% =0T & —IWICB T B HEEIEM O 11
W7p &, FREELERMALRI S B2, 5%, MUNEIRFRREE S bR DT XY
FEB)RIAE PN C Ol s O 2N HIF S D,
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1. [FL&HIC

T ORI TEDAIIL & 1T 72 0, EOIEEZ R > TW D72, Eifiiao L o 2B HE)
THRENID 2, ZO72, MU &L > TAE UL, SN U rE I EL
felt 5, MR U, MROEREIIMELZT L TRELRLIOT, MaRnEok iz
DHRL, EDOXIITHEBEBIERT 2K L T, MEEROBITRE>TL D, - T,
MO D ORI, MRODHEMMEDO L LT L2 ERAARTHD,
HIZ, EIRICAEL TWAEME S o LkOTHDL E, SEIEREE S OMWMDAFIEL T
WL ZENDPLITTTHD, T REMOEMERIEIL, ThEZNOEY OS5 D O

W CHIFL O 3 ZMM BN RFZE I A G DI D Z L2k, Hk B2 D, e LY O
DL EZ Z HBRIC S, WD & IO 5RO ED T2 RH L TS Z &N EE
Th D,

P NE TR D3 Z0M B OEATIZAR IR T, 2 b Ouske TR 2208/ NE SR %
BT %, BlAX, #F ORI, MiaEBloSEaie T, REMNE, HRERT
(Preprophase band: PPB) , At RN (Bh#EA) , 77 77T A b BIEEAEK) &

ole, BT MUNERERZIZRT 2 (K1)
KEHINE  PPB(OREfMm®) AEVFRIL#EE) TS5 ETSR (REERAENEF)

X 1. HEHHEROSREEOHNERBERDEXR
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REMNE L, MIREREHIOMBREICEDY KS SN MNETH D, ZOMNEITH D
JrMEz £ TRLMS % 2 & TRl R T M4 BiE 3 2%%|Z 7> (Fishel and Dixit,
2013) . BlxiX, FRAWET 2R TIE, MRS U CHRE M ~FATIZE A L 7o R E
W/ NENEETHDHZ ERNDN->TW5, PPBIE, FREEOMME H»ZEICR/E L, 452dE
EHETHMNETH D, PPBIE, G HINIE AT X 5 IZBRRICTERL S 2 REM/INE D
WTH Y, AP IIEIEARE & RIRFCIERT 5, £72, PPBIZA Y Y RLOZERIAINLE
R, 77 7S T A MIE LGB DOTERAMEIZRE G T 5 Z ENmbNTnD, o
T, FEWHIIE OFRERUNE OEFHIEERE L, MlRoME SREEROG#ERE LT, £
PPB i%, HEGIHRZE L TEETHDH, AL NLETTZTETT A MY, MBI THE
SNHM/NERERT, Ay FAERAREZ BRI T 2&E 2 /L, 77777
A NTAMIRE & T DHIBEAIER O R L U CHERET S (de Keijzer et al. 2014) , AE Y
RN TRy ) L3hul, 777772 ME THlRESZEEE ) ©hb, by
OFFVE 2T, BAEBYOMIE »E IOt b R R > T D, BEBYT
I, MRS A IUREER & KX D REIERN TR S 4L, MR SMAD & RENC 2> T TR
O ICHRENFERSI OGNS, —F, B BT, MRPNEIC TAE Y RARH o T2/
BIZT7 7 7ETT X NBBREN, ZOEEERPHBONMNDIMU~IERT 52 & T, M
Rk 2y T5E D)) IZHER LA Mg S b,

S OBUINEREE IR DI ASOHERFCIE, D & ) Rl NI 5 DIEA D 52
AR OT 7 —F & LT, MUNEBERTICHE R LR E 2 b b, uNE B
I3 NE IS RIET 2R 1 C, VNS ICEEN & 5 VIXRBEMICERT2 2 itk -
T, BUNERBEROEESOHERFICHEET 5 (Hamada 2014) , ET AHHEMTHH > r A
XFAF R L LTAFE G, fRx 2By NEBERF2A R SN TEY, ZAbDRFIX
BEREAMICEIZAOND bOD, Y E Vo o BT A ET 2 b DET,
Bex REFEORFRRESN TS, EHELDO 7 V—1%, FEEEWICE T Mo ssgd s
R HIE O B AR 2 B 52T 572010, ik B e 2 U 73 27 OISy 2405
e B\t 2 00 NE B T REDOMREMRIT 21T > T\ D, ARTIX, e AV U TRIT D
PR DSHEMEDIBRRZBINT D L & IS, WUNEBIER 1 OBREMT OFE SIS
WT, FiE B O MR Sy 2o MR A R LT3 2 U NE I 0 HiE I & ZARMEIZ OV TER U
Do

2. EAVYARTrOMRSREMIBBEROBINR : RRAKLEZEERK

E AV U AR T, BFRREET D LR E I 2 & OSBRI D
(1¥12) o FORIKIZZ vox~#ilg (K2b) Ehvaxr~fiig (K2c) EFHEN5 2
OMEN G725, 7 rox<flilalE, FEFREFEEROFESREHIET, SRRSO TERI AL E S
%7 v X~ TGN Jehn = S Ml A 2 2 Lk Y, 7 e o x<lfika AT
(Kofuji & Hasebe 2014) , Z D%, 7 vux~IAmSMIAIX, B 7o~ IHGSME &
ST 5, By a < TEmESMEIE, 7 e e TEmESME & Rk, ek & a2
EITH LI, B yax<fliln bR o FURENER I D, Zivo OTESGEHALOH
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R ZL TN OIFE—E O E TRV, 2w TG AE T 5, Flo, Toun
A~ THERERMINE, 7 v e X~ THIREMARIC e~ T, M 23 < R EE 3 il T2,
AR OSHECHEZ T T 2R E L THELTWD, Zerx<ilild, hToyrx<iille b
W EEER O HIRRIZ 35V TTASRA O FREEST S Corddnvie 2 v, EaaFM (K 2d) 23 AL
END, U aRHROMBAGEMRIEEIC 7 v e x<TASSME (K 2e) 2, £721X

XERTmSME (X 2g) &7d, 7 nox~vAEsMROGEIE, fompdR & ns R
ZARDIRL, 2 RICHZRJFCR IR (X 2f) DRSS, —J7, ZERTEGE AT IEE
R LR G, 3EORREE 25 X9 RMlnHEITY, 3 Roc ek EmE (M 2h) %
BT, Fo, FZIERTEMHEHIILO2EUT L0 A& Uil o —E 2> b 3ETA S AL S Rk
SN, 2mEOSHmEE R DR SHEITS T, ENEMA IS (Kofuji & Hasebe 2014)

B A EEES 700z X I8HEHEAD

K2 EXYVYARITOBRFEFIMALOORRAKEZEENRK

b AU 3R A7 DJFSRERLERAR DML/ FLHa M RIS T, UNMEIXED K I
ML SN TWATEA S 0 2 JFURRTE SRS Tl R - TRUNE 23Bm LT
Do ZOWUNEIIHE Y TR LN D RBM/NE L IXRARY, ﬁ@ﬁﬂ_ffﬁéﬁﬁgﬁ
/NE  (endoplasmic microtubules) Td % (Nakaoka et al. 2015) , JFURIRTASmERHIIE O i K68
B gz, MUNEOE SN (777 A BEES LIZBUNE R (MT foc) 3B S U
Do Z OMEERIIMERENE D v o R~ EmGM (X 2c) TEEFICA LI, JEimpk
FEoOFEEOHIENCE 3% (Hiwatashi er al. 2014) , F 72 JFURATAESGEHIIE O /32T,
BT OB TH B D PPB 23 AL S 472\ (Doonan et al. 1987) . —J7, ZEIEEROHK
IINE ORMBACITIFCR IR L 1T K& < Bip o T D, MIELAFGIIE . S IR S 2 91 O£ 3EIR
(X 2g) IZiXFRBERHUNEIZRV, £72, 2ZIOMAIZIE PPB TR ST, &
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TESANC AT A N Y — 2 (gametosome) & PRI D EIROPUNEREERNER S NLD, ZD
T AN = DBWUNETRCT.OL & 720, MR E ORECEET 5, XBEROIANE
I, EDELNDEIER (K2h) 2725 L, MEOMIZIIREBNEDBlEIND L&
HIZ, FHEHOMATIIHT A Y — LB L ONPPB 23R S41%5 (Doonan et al. 1987, Spinner
etal. 2010, Kosetsu et al., 2017) . 723, HA Y —ILNERENLD—T7, PPB MBS 72
WHIIE S Y, A RV —25 & PPBITMNITHERE L CTWA L9 TH D (Kosetsu ef al.,

2017) o U ED X DIZ, JFARKEZFZEE T ZROMahRORAN#_Le Y, £-2h
ZH ORI I THUNE OAFRL DORRAE & 3E > TV 5,

3. MIEAREREICEAET 5 PP2A flffIEAF FASS IZK B EA V) ARITEE
IAHERE D 73 3 & {1 R 0D il £

FASS I3 Protein phosphatase 2A  (PP2A) Fffith 7= N T, v mA XF AT D fass 755
EOBEE ST, 2O fass R TITHMEN E DD THEMEIZR D, PPB BRI LT
MmO T o Z BMERAE L % (Torres-Ruiz & Jurgens 1994, Camilleri et al. 2002) , &+
72, FASS # 2 — RT BB 11E, v aA XFTXF, 4R, AXAXEN, B2V ) HxT
FIZ1 DT o4 =Y a VB F7ET D (Banks etal. 2011) , 1A XFXF FASS 1%, fthod
PP2A #7 == MIHNZ T TON1 = TRM (TONI-recruiting motif protein) & & 24 2 /N
7 BHEAIR TTP (TONI/TRM/PP2A) ZTURK L, Mlfasy 3o oy AmfilEic e L T s
(Spinner et al. 2013) ., & A U H 32/ T, TONI OA—/ 17 PpTONI % i fs 1-filisE
T EXERNR L, ZEROHMIISZEIZEB N T PPB NMER IR 2D, Flovnd
X} AXF TONI BIE 1% AV U TRI7 D ppton] BAG TIERFHICHBLSEDL L, Zh
O ORBIDAAM X415 (Spinner ef al. 2010, Kosetsu et al. 2017) , Hx b AV U AR T r
IZF\ T FASS OIRER RIS ET- & 25, PpTONI OiEfnFHREEIA L [FIREIC, HIERIE
fEL, a3 C PPB BN S NNWZ ERboolz, D ORERIE, TTP Rk 5
T2y FOBEED, YA XFTAFTLEE AV TRIFICEBNTRESN TV Z &%
RLTWD, 612, XAV Y TR OXERIZIBNT TTP HEERDBTER S, Milasy
HimzHIEHT 2 ATEE b B2 b b,

b A U BRI FASS DB TR IR TIE, EXERMILORBHMNEDBRE 220, B
WIUNE R T U F DAFET D (K3) o 62T, RWOI 7 6 F M OMUNE RS &
BE LT\, vaAd X RXF fass £ BAKTIXMB ORBEIINE OFEMELIL, Hfa e
NEE L7252 LD (Kirtiketal. 2012) , AV U 3T L m A XF XFTFASS IE
KEMNEICHIEA L, MilaMREICEEGET2L9THD,

e
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v ho—ib FASS ‘R&1k

10 um

K3. EXAY)HRIY FASS DHEEERKADEEAXMBOBLAM/NE, M/NE L DNA
NG, FBETERIATWS, 22 FO—ILTEHREHINENESNZDIZH LT, KKK
FEWVUNELRE SN S,

4. HEMHEHEMT R Y KINID1a & KINID1b 12 & R4 KD 592 & BE O HIH

TR B 72 % % o > KINIDla (TR IRRCEIER DO S CHRELT 24 NI HE L
TYV—V N7 v METRE SN FE—F—Th s (Hiwatashi et al. 2001, Hiwatashi et al.
2008) o FRTUNTEBAEMIIHMT DBUNERFENR D FE—F —T, Bt ORGAMHEH
ZEkY, BEOVT 77 IV —IZHEIN TS (Shenetal. 2012) , KINIDIla & KINIDIa
¥l # > /X7 KINID1b (BLF, KINIDla & KINIDIb % & 4>+ T KINIDla/lb &3 5) (2 &
OV 777 IV —IZb|EST, WMWRRNR 7 Vv—7 (LIF, KINIDla/lb 33 > 7 L—
TET D) BKT D, FORRTAN RO 72U %9 5 KINID1a/lb OREREA T~/ & =
%, KINID1a/1b (X7 7 777 A NRER CHUMNEBEAmAZNET5 2 & T, Mg
DT ZHIET D Z & 23> 7- (Hiwatashi ef al. 2008) . & 512, SeiiakiE O MEE <
I%, KINIDla/1b 3/ NEEAMZZEET 5 2 & TRUNE R A MR L, JesialR o Bkl
MNZEEG-7 5 Z E NI 5T 72~ 7= (Hiwatashi et al. 2014) , Z® Z L%, KINIDIla/lb 23#f
f By L et 2 RIRFICRET 3 2 U NVE IR+ Th D5 2 2R LT D (X4) .

KINID1a-GFP
2 EFT TR
X

X 4. hoo<TIEHSHBICE TS KINID1a-GFP O#IBRNETE

AR Sy 2L & Setinpk RIS O 72 25T Z 2B TH H Z L6, KINID1a/1b
X, TNENT T TETTANERNERIZY 7 v— b SN TRUNEEAmICIER LT
725720, KNIDla/Ib I RIES 7 za L, BICHLERTS (X4) , dex
B (FP) ZH\WT=TA 7 A4 A= 0 ZHTIC L - T, KINIDla/lb EEEAREERIC A B R
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NI > TAE Y RASRBEEIZRER, 77 777X MRUERERICEET D Z LIRS
A7z (Hiwatashi et al., 2008) , ZD7=8, 77 7ETTA MDY 7 — MNIF L RTEL
L TOBENTH L AIREMEA mV, —T7, REHOB/NER~D Y 71— MTOWTI,
FP TZ L L7z KINID1a DT TIIAME 2> G0 NER~OBEI DB TE W &,
FP Z @& L 72 KINDIla {2368V T 5°UTR Z K4 L7 mRNA Z 58l S5 & FP e KINIDla
X7 7 77T X MIEET LD, MUNERIITEFEE LW &b, Z "7 HEOBE)
EBRBRDAT=ZALZLDREMNEDRH D, MR TIX mRNA O K RHEREE) & R PTaOEIER
KD X R EDFHEA LA I = XL BTV D (Bramham & Wells 2007) .
KINID1a/1b ® VU 7 b— R, ffEfHE~D mRNA OBE) & FETIEFIC L 20008 L
VY, Dendra2 @ X 9 72t i % o /X7 B2 X - T KINID1a/1b O8N & FEf IS fi#T 3-4ui
(Kitagawa & Fujita 2013) , JAELDOA =X LD —MEHLNITEHLEZBND,
B A XF XF PAKRP2 X KINIDla/lb ¥ * v > V' —TDA—Ya /7T, 7/ AIZ1#E
G- DHFET D (Leeetal. 2001) , PAKRP2 X7 7 7 €77 A MRy MRIZERET D Z
LG, MRBTZR D 72 O/ Ma & k3 HHEEED B ST\ D  (Lee et al. 2001, Gicking
etal.2019) , F7=, v AV U H XA/ TiL, PAKRP2 (% KINIDla/1b OFERE A AT & e\
Z &5 (Hiwatashi ef al. 2008) , KINIDla/lb %% ¥ > 7 b — 7 OREREIL = 7 i) & H% 14l
W) CRIg > TWDAMREMED BV, £ TlE, KINIDIa/lb F % o> 7 L— 7 O et
X, BUINEZERE H D VI NREERED 8B 5 TH A 9 H ? KINIDIa/lb % & > 7 /b— 7 Ol
JeHI7RRERENT, B BRI kR R A WO TRAT T ALEHEE TE 2 b LivZe v, EERIZ
% V7% (Chara braunii) @7/ 2 (Nishiyama et al. 2018) (Z{%, KINIDla/lb D4 —Y 1
TINFIET Do A ESCHI R R 2 2 v U7 A — Y 1 7 ORI, Z O
FRRA X R v TNV —T OMERIREEZ BRiF 35 ECHIBREN B X 55,

5. MUNEKRGFHMNEERR VNV BEESERA—J 3 VI &k SHE5 R I

WoNEX, WUNETEZAH LM (microtubule-organizing center: MTOC) & FE(XA 2 fE D ©
B S5, MTOC TiZ, y-tubulin U > Z7#E G4k (y-tubulin ring complex: yYTuRC) 23 NE
HEO LRV, yTuRC A E L THUNED TR S 415, B Cldd R =37
MTOC & U CTHERE L, "HIMAIZIFET D yTuRC N BRUNENER S D, —J7, B Ly
DAL TIT R OEDFIE LW oD, UNETZRCEZ T D 55 F A 1 = X WNTEMHIRIC
TARHZ2 A%\ (Hashimoto 2013)

IR, BEFORUNE LI DRUNEDRTER S LD 2 & 3 &4 (Murata et al. 2005) ,
DI INE R INE TE R B 3 K O 3@ 7 & o R B AR A — 7 I U D3
HET D Z EMHLNIZ/e > 7= (Goshima et al. 2008, Petry et al. 2011, Nakaoka et al. 2012) , #
— 7 I UVIUNEICREG T 2 X2 NV EBEAIRT, BUNEES O L% yTuRC & U 7 v
— N L CHHOMNEER 2RSS, A— 7 I EEERI S HEO Y 72 =y hTHR S
nNTBY, ZNENOY T 2=y FOEREMBITAEA TS, EXY U HTRIAFTIZEBNT
b, A= I T 2=y N AUG3 ORI M TN, 77 77T A MUNEARIZA
— 7 I VUBHERET D Z Vb o7 (Nakaoka er al. 2012) , G OBMMIETY,
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MR U AE T DR RAE Y RAVOMUNEERIZA— 7 I UBMERT 2 Enn, Minl
ROBUINE LRI T DA — 7 I U OMERIZEWHY) CRIFEN TS E S 25, SHED
=7 I Ta=y DI H, AUGL 25 AUG4, 72 AUGTIZE AV U TR I7 7 ) A
(2 1 FEFE, AUGS 133 FifE, AUG6 1% 2 FEOER T DFET D, AUGS DIEAR 113 4 FEkH
ThHY, 7=y hOFTIIERLELRENIEZ D (K5) . AUGS & 22— R 5385 75k
DOEINI i CHEETH Y, FlziEynAd XF X FIZBWT, AUGI 2°5 AUGT £ Tl
70 BT BT LOMEE L7202, AUGS (2% 10 FEED /X T 1 H A 7@ n 238 b
% (X5 . 72, AUG8 O X / BRELANTEM D AUGS &M A BT, HEFERR

RESITH D,

DE1 AT2G44190 Arabidopsis thaliana

85 E
_%EAmGsoooo Arabidopsis thaliana
92 Medtr2g028220 Medicago truncatula

__:Brad:4g?7327 Brachypodium distachyon
IW 94 0s09g11440 Oryza sativa
’ AUGS8L AT1G49890 Arabidopsis thaliana

95 Medtr1g106735 Medicago truncatula

SCO3 AT3G 19570 Arabidopsis thaliana
AT5G43160 Arabidopsis thaliana
Medtr1g018440 Medicago truncatula
99—Bradi1g07760 Brachypodium distachyon
0s03g55470 Oryza sativa

0s079g02470 Oryza sativa

85—Bradi1g70810 Brachypodium distachyon
_&0\3910820 Oryza sativa
9 0Os10g20510 Oryza sativa

99 AT2G24070 Arabidopsis thaliana
_%E:A UG8 AT4G30710 Arabidopsis thaliana
1 Medtr4g 130490 Medicago truncatula

100 —~Bradi3g53960 Brachypodium distachyon
0502955110 Oryza sativa
99 —Bradi4g30550 Brachypodium distachyon
0s09g25500 Oryza sativa
94 0s08g34320 Oryza sativa

AT4G25190 Arabidopsis thaliana
—Bradi3g33070 Brachypodium distachyon
100 L——0s10g40620 Oryza sativa

99,Bradi1g 15540 Brachypodium distachyon
0s03g38480 Oryza sativa

73 100 AT2G20815 Arabidopsis thaliana
uATQG2061 6 Arabidopsis thaliana
88 Medtr2g090050 Medicago truncatula
_{7407120 Sellaginela moellendorffii
438366 Sellaginela moellendorffii
437207 Sellaginela moellendorffii

AUG8a Physcomitrella patens
99[~AUG8c Physcomitrella patens
AUG8b Physcomitrella patens
1 73-AUG8d Physcomitrella patens
Mapoly0014s0117 Marchantia polymorpha

5. sEffEERICKBELEMA—T I oY Ty k AUGS DEEFR AN, T—
ALY TENT70%ULEDZEEDHEEIZRLTH S,

a4 X} XF AUGS @ 55, EDEl (AT2G44190) [ZAE L KLV T7 5 T7ET T A MDD
W INE OFFRLICBE 545, Z D EDEl OfEIE, X717 D 1-5ThHDH AUGS
(AT4G30710) TIIRETE W &b, HEHOF—7 I - OBEEIX EDEL IZIKFT 5
TN END (Leeetal. 2017) . EDEl OFSREZ 58I R Lo B RAKI T/ LT o 2o
LESEIZ72 555 (Pignocehi ef al. 2009) , AUGS DOHERE R I 28 BAKIZ A IR0 p R AT B I3 A
LIy (Leeetal 2017) . ZDZ & &4 HIFF A7 EDEl OREREZ R L T 5, &
7o, W73 Z a7 SCO3 1%, MO THUNE &L~V FF Y — D2 Z—5 v b LR
ROFEICEI S5 95 (Albrecht et al. 2010) , ZHHDOFERND, A XFXF D AUGS
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TBE RO T, SZMICHECREMIEHT 2 K 212, #hEiho AUGS #
BEMZAEIL L CO D AREMER B 2 B D, AUGS [T/ INERES KA AL Va2 H T 5720, 4
— 7" U3 AUGS 40 L CTIVINEIZAE ST 5 Z EBVRIB I LT 5 (Nakaoka et al. 2012, Lee
etal. 2017) , fE->C, MIRBEHNIIEC TA—7 I U 2T 5 AUGS 7 2= F LD
0, =7 I OMUNERSAEMEERFERICHIE L TS 00 Lt

EAY U H RO 4FEEDO AUGS (AUGS8a, AUGSb, AUGSb, AUGSb) DREREANS,
0 A XFZXF AUGS DX I IZEERIL L TWDENEHLMNIT A0, TNENOEE X
KEEEH LT, ZNENDOBEE T2 RS T —EHRRIK, BinT2Hlisbed EX
RARITIEE 2FRARB LOXERE AL L, BAER L REEREEZ R LE (K6) . S6IC
“ERKEEERT D L, AUGSa, AUGS8b, AUGSd Ofl&t, F7- AUGSb, AUGSc,
AUG8d DA HE TIERKEN G ON e oTz, T OBIETOMASGHETIE, BRI
NEFEIZ 72 B ATREME 2R LT 5, £72, AUGSa, AUGS8c, AUGS8d DFLAH THORKEKT
1%, PUNE RS AWK FOR IR R OB HREMET L, /b D AUGS IX5EAK
EOMEICEETHZ En3bhrolz, - T, B AV U HRI7D AUGS DIEREIZE# L T
WD HDOD, 4TEFO AUGS O THRRICK T 2 FEHENES> TWNWDH L O ThHhDH, %I
AUGS DRMFHEREILE RS, DRPMEIZR T DWMNE ~DIER 2T+ 2 2 &34
EThb,
AUGB8aR A%k AUG8bR A%

aka—jb AUG8CREAK

AUG8A/R Stk
0

K6. XY HRITH AUGS D—EEIEFREADIEYAK

EAY U AR AUGS TH R ENZXK 912, AUGS TR THIET 22, DT nm
TNy O NEHER T 2 ONIFFE SN TN ENEL, RO/ T 1 7 OF;
PRI T D0 > TV, ZILENORWFTE T AUGS /37 1 7 OFEHI 22 B REMAT 21T 5
ZLIZE ST, HRMOB/NEIR L TED T u IR EREEE bbb Ix T Th b, F
72, FIHITO AUGS DFEREIZ DWW T, AUGS & L 7= MR o hI st 2 it -2 = &
i2&kD, EoTaZREPOM/NEIC L TED X D A FFO), HANELNTEA
Do THEY) EBETRI D AUGS /X7 v 7 OMREMRINZ, T NE BIER 1 OB s 750 &
W NERIEOBENZE 25 BT, T AMNRIZEICR D EBbhb,

6. HEHYIZ
b AU BRI OFCRIRCIEZEMRIL, HiL > RSO R =126 2 B NE il E O fEAT A3
BETOHDHIZ, 6O/ NEEEKR O @25 ETERLTCWD, EEICe AV
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W3 2 TR INE BIER - ORI 21T 9 &, FASSO X HIce Ay U hxartvuf X)
AT LOBEFEITIZFEAEEDLTHELHEL TW5 o, KINIDla/lb DX 9

e AV TRITrevuad XFRAFTTY ) AOBERTERIFIZEAEEDLROD, Ok
BRICERPH DL H D, 72 AUGS TlEv A XFT AT 0@ FHBENLTBY, Z05 5
EAV Y HRArEvu, XFRFTRTa S OBENELT L0 HIE, vaa XS
RS CREBEN 7 IER L O LD, REVWANWART—ANDH D, ZO X ) ITH/INEBEA 1
OFEFAIZ LV, M2 oMM RIS T DRI L Tz, BlosTneh 325,

Z N ENONEE T OBERERNT A EDIE, HIlR O R EZ BT 2 HUNE I 0@ ) 7y
FHEN L Z TS 20008 Ltz B o123 5 227200, MR B 72
S EREARRCM BRI RAITHRE T DR FHE S R S 5137 T, 2 b DRI
b EIZ K VMO S TEREI RO BN T L IFF SN D, ZORERE 25 &, FEskE
FhE e AU TR T OWUNEBER 120 LIz Mia s R & ROt B
HAThdHEEZLND,

7. HiEE

AR THEA LI AFZER SR O —81E, European Commission FP-PEOPLE-2010-IIF

(275257) , BAETRELS: - BIEAFEE (16K07406) |, EIRKTFHEENIE OSHE+ 5~
JTEMLIEBDTHD, £o, BMBIBIERX, KM A A A A= T T Ty N7+ —A
(ABiS) OX 4% T TC\\%, F7z, Aberystwyth K National Plant Phenomics Centre £
B, EWRTRPEE T REY) ) T BIS BRI E DR, A PRI A L
HFHOEERIZIX, MHEOZITIZH T LR IR EZZ T T2, LD DEHOEZR LIV,
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1. [FL&HIC

WAV IHED) OTERETE R DI L 72 5 T o A TH D, MWITIER I\ TEMERTEEEZ
ON, ENHIFET—OOWBFEHIETH 2 EINCH KT 5, I S EHE DML/
%fifﬁfﬁ>ﬁ/)ﬂ2éﬁ’bfb‘< WFET, PO A g E O L 72 DMEED N Z — U BIIES
b, ZOBRICEZEICRDZDONPMONBTOHMME, SF @ﬂ@ﬂi@%ifké = FEON 7
B “ﬂbfw<tifi$ﬁéﬁ%ﬁfbﬂ&< PR TR > TIROA IS ERFF 72 -
THIR Y « 3k Z1T9 2 & T, WU NF— VIR FTRE & 72 D,

T D FEZL2 KM L, FEPAE & o 7ol B3 & AR D 72 2 M N &G 5 T o 7 e 2 vk
5 TTHE-HEE ) Thod, ZNET, BT /MW v A XF XF (drabidopsis thaliana) %
NTZBFED S, THIR-ESA S TER S DR ST > T&E 2 (1), JIHENE X TE b
N, AN ERZREI 2B 2 & O THSE-EE 7 m O 2 R0 7%, S2RE# I3z
MO RIS ET 5 & L bI, WRASHIEERICHIET S (i) (Faureeral.,2002),
Z D%, ZAEINIEBUTMRR R L, EOTHANS, RS~ & FORE D (75
ftE{t) (Uedaeral.,2011), MIEMEDRET 92 &, Bl LI ZOAEICHE /> 2 2SR S
NDHOT, ZREINT ETICAEFESHRL T MBS 725 (Mansfield & Briarty, 1991), 5
PERIT K o> THEAH S/ S R THEMAE, FHEEY7R % — o THHZ# 0 IR L TIRMEZ
R L, FERANICHEMIRDIZE R Z LT 5 — 5T, REREEMIA) DK S 15
1%, fx EEROFMBE RO —E & 72 D LIAMIT R F— 3 A THWT 5 (Jirgens & Mayer, 1994) .
L7eD o T, IR ESHT D720 O OafE Z £ 28, THS— 2 T 5729
DR THDELEFEZR D, ZD XD ITZREIFDAREFHLZIT K - TIHm—HE A TE T 5 m i
ENRTEOLD REHTHBEIND T ENOHMITA LB LIAHATH DL B X BN
57 (Goodner & Quatrano, 1993), % O FEAM 72 HIERERE | IR 7212+ I BiE S U TRy,

ZIVE CEAFINO MR FE DT DN ERE L TV o 72012, KREL 2 OOREERH
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L %§ ?if'm
N JEb
’%ﬁ g g -\ 2
L S N -
-~ . — —
23 sR#ARa BRE® B 1 ERNE HEE

RN
H1 204X+ XFOEREBEOEXE
[ E W T OBEED HHER STV e RFE AR, SIS BRIE(L LTRSSy
KD LIZEY, FPROMMED AL TERR S D,

HEEZLNTWVD, £TH—IT, WHHOZIEINTEY LITRR Y, B TH D IRERIZE
FNTND720, BEPR#ETHL LN A THD, AIRO X DD, ZEIBmELT 5 B
21, BRI L W o TSl O NS OTERECELE N X A T I v 7 I kT 5 L E X bR
TW5, LOLARRG, ZOBREAES T TEERET LI LN TE TR0,
IHETOMBITEEY 7V OB RN OB ABNCHERI SN 22T R, ZD72D,
SHGIINERD & D K 5 B EBAMMAIZHF ST 200 W9, K2R RITE< BN T
Wi o To, BT, MY CILE R T O IR B E oD, A ERGRERIC IS < il
K ORIENHE LW ERETOND, ZO), H—En 10K\ Tt RS 52
REINBINT, WIIREICEERBR FHENKETLE, TOZBIMEEIE Lo TL
F 9, ZNOHNRKET, SR TR RIS 2 2B IKITO T LG TE 5T (Bayer
et al., 2009, Lukowitz et al., 2004, Ueda et al., 2011, Ueda et al., 2017), K ¥ HI1ZE A FRE
SENTIRhol, LER-T, BN ED L ) R0 FHIEC L > TR ST b o)
b, IFEAERHATH-T,

ZFOX D, EHEINS OHRE TR TE DHT- AT FENBRE SN2 & T, Mk
{EDHIEHBEEIZ DN T, ERIETIIEONR D ST FT2 B RN 2SI >2oH 5, ARTIE
ZRHIZOWTHEERL L, THS RS2 X U &2, T OO ARSI BT 245 % 0
JRLE A #HawmT Do

2. MUNE LT U TF UMMIIZRATRICKESERNELRT S

RRAEAL OIBFE T OZREII DO NERENEE 2 FE IS EE 5 7201, ZINE T4 T A A—T
7 CEDHTIEOMNINLEEIL T2, Gooh B (2015) IXIRER A BAMEE F CRUIMIEGZE TX 5
WAREE -IOFARR & AL U, SZREIIASDEAIR £ TR A L TV o OShiE %, IR LIC
FEAICHEIZR TS Z LITkEh L7z, Kimata 5 (2016) (X2 O FiE%4 S BTG L, RO
ERELERIZE LT Ot RhE BEISSE (Mizuta et al., 2015) & WD Z & T, ZREINO NI £ T
ZHEREICBIZRT 5 2 L EARRIC LT,

Kimata & (2016) (Z£ T, MUNERLT 7 F UAf#HE & W o 7B R ORAIZER L C#lgE
L7z (K2A), —MAZ, D ORI E#I3 ) Z00 7 L O T RERIEISC, /IMasik o b
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TRIHAIND
GANEE 23]

B2 25 TOMRBEROE L /T
(A) WNE~—T1—F 42 (k) &7 0 Fv~——F4 > (F) OIFKD 2T
Tay M EEEINDZ A LT TG, I R BRIEE TR LT, £ RO
o B aa)~ b OFRGEIREE (RefE] © 43), BRAITE, SHEfmINIMNED Y v Jigik
(k) &7 7 F AMHEDF v v TIROFEH (T) 2ZNEIRT, A7 —//3—=10
um, (B) Mg &7 7 FUARMEOBIRE L B OET VK, (EifRO—H1E Kimata et al.,
(2016), PNAS 113 (49), 14157-14162 7> HE5,)

Bl L A4S 2 & T, MlaN oA ASH T OICHEERERZR-TLEZ LN TWD,
Z T, I TORNEOBREZ LT 2, Fa—T VAN ZUNRTHED
N~ — I — Z YN & RSO CREAVICHHLT H EC1 7' v E— % — (Sprunck er al., 2012)
TCRAIESZET, BEOMED LML OMEITEA W ZIE L7220 b #vNE OBhiE% 8]
BCxDH _H~Y—N—T4 > (ECp:TUA6-mClover +ECp:: H2B-tdTomato) 2MEH S 7z, &
T, ZO~—H—T A4 LTI A BIEE LI R, BIXTEmANCAIE LTl Y, MUNEIXTE
=R NI o CTEAT 5 Z E¥b oo, — 5T, ZREEZICITMESES RN T,
ErMaOmRICBE#T 5 L & bIZ, BMUNEDRMBPRN T AT ANTICRLZENRRESR
Too ZO%, ZREIINHET B, MUNERTEEMITY v 7R ofE a2 L, FEEHM
TIHIREHERICE T 2 Z ERH BT o7, MAMENTETT 5L, 20U v 7 iEEITH
KU, NESHOBETIE, HNEZAE Y BV (BitER) e XopZEEEIcET LR
ELT, WRIZ, T2 FUMBHEZONWTY, TI7FUREGH LV RIBEE AN Z UV RTED
THEHOt~—%5— (ECp::Lifeact-VENUS+ ECp::H2B-tdTomato) % i\ ClREIERICBIZR Sz,
ZOFER, JIHIIECIET 7 F U HHEDS A v ¥ 2 IRICEST 223, SR I3 NVE &[RRI
BRI ARALD 2 &V EI L7, MEHROZREINTIBWTL, 77 F M TSR TF v v
THRICEFET 5 & & HICREICTAER—ZEE 7 i - TR L7z,

Kimata & (2016) 1% 240 5 ORIIE A OFL A 2 Al LT 2 I8 £ 53, MR O H <,
R OMEHER . (Higaki et al., 2010, Ueda et al., 2010) &\ o 72 E{EALERIZ L - T, #ig
DY A R0, MBI EFAIHE DR BE - LR A B - AT - JUbE (RS) A3 E AT L
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Too THICE ST, ZREBRISHBOY A XAVNES 2D 2 EIMA, P TORNE &7
7 F UBHEDBLI DS ZREER IS & BICHREET 5 2 &0, MR OSREINCTRUNE 23 THImH T
U 7RIS, 77 F URBHEN TR AR T 1029k - TRLAd 5 2 L N EBRICHEGE S Llz, &
512, Kimata b (2016) (IAHILE#E O EHEBLER OLFAE T TAGINOMIE( il 2 Bl%E L7z
Z LT, MUNENTEE SO TR b ol fifath R &2, 77 F U MHEN IR~ DO OB
Bz, TS L THEYT S Z & 228 1) (K 2B),

UED X1, ZRINTOMPAEED T A TA A=V TRERSNZZ LT, BUNER
T FBHEDIMNZIEIZ L bR o TN, TD%, TNENME D/ — 2 THEAELM
THLZENRMENTZ, 2FV, BOMET TR, MIEEORREWVIBEND D,
SRERITHBIE LD E TWD EFERADND, SIS, WUNELT 7 F U lHens, miEfkic
BONTENTNHOHLZZFHIEHT 5 Z L BITCOTHL NIRRT,

3. BREAERHRICEH LGN ZRMNOERAICFEIEEIND

AR O K 912, [EEY 7N OB TIIZ R CHRIOBLEN X A T v 7186 T 5
ZEMD, R REIRNE O A I 5 9 2 TEEREFIZH ) Z L REB ST
7= (Ueda et al., 2011), % Z C Kimata & (2019) %, WIREICRETHERRA T 7 X —F
VHP1 O~ —H— (Segamieral.,2014) Lt A b &Z LRI BEOEN~— N —% RIFCE
ANL7="#E~—F—FA > (EClp::VHP1-mGFP + ECp:: H2B-tdTomato) % 7 A 7 A A —

A) TRRERR + 1% B)
oidERE RKEER BRT

&HE

AR

sgr2 sgr2

H3 ZFENTORMOEE

(A) BAR (1) & osgr2 284K (F) 2B 2~ —0—7 A » OIifilao 2
YT ay P ERMEINDZ A LT TG, T RNEBME TR L, £ Lok
TR A LE O Otk (KR - 23), AR EZ ZNEIRT, A7 —n
—=10 um, (B) BAM (L) & sg2 ZHK (T) OEROBBOET VX, BAE
TCIRIR AN FFHRIZZE T L7203 B HE N R 5 2 & CEEDTERAl~BE Tt 5, —
FC, sgr2 ZBRARTITE RIS TERANC IR 35 72012, B Tam A~ &) ¢
/vy, (i O—#BI% Kimata ef al., (2019), PNAS 116 (6), 2338-2343 7> b s, )
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79 HZ T, ZHINTORMOBIREAZ AL L. (X 3A), §2 &, SRR CHREBANZ B8]
BENTERREIED, ZREEICRIITH/N Uil RICHig 5 2 LA HA L, oF
D, EROREIZONWT S, ZHEICL > TEOMMEREREND L EZ DD, ZD%, Eh
DOZHREINTIL, WP DJEIDTF 2 — T IROEIELZ TR LN 6, SR IKER 5 DA
DESEAN AR - Tl vz (K13B),

Kimata & (2019) 1%, ZDOX A F I v 7 RIEROBREOEFRZIED L, RN D Fik
DRI D sgr2 ZZEAK (Kato et al., 2002, Toyota et al., 2013) T REEICZ IV BIZE LT
(X 3A), £ sgr2 ZERAROIFHINE TITIRIBNERIZITWEIRE L T2 b 0D, k% DK
R DR/ & AR AR~ OILHUC X B 7 B IIERO b oz, LN LN G, ZHEIRAR
ME LG D &, BELORROT = — 71 3BE ST, Tl E R 2RI ERE L,
EbMROPRAMATICHEE -, fiRE LT, SBINIB AR T X it #Hiie iz
AT, ZDOX D REAER L sgr2 BRBOIRMIZHEDFENZONT b, EBAFHTIC X > Tk
oo EME, JEE, mEZhEET5Z & THRINT, 6L, 77 F UEEREROFE
TTIE, BAROZREINCB W CH L ORMOT 2 —7 08 ERT 5Dz <, Al
2R 0 < DERDPFRE L CERETEWRHPBIE SN, U EoZ &0, o Z A
TARA=D U TIE > T, MRAEOED TF 2a—TRICR DY, FICEDORIEEZ(L
SHRNLEBANAR D Z & NZAEINE RO IC b LETH D Z LN L IS
(¥ 3B), 72, TOX D RENROBIEILT 7 F U AMHEIC L > THII S D Z L bRB S
77

4. ZREBEOEEEHIENZHEINOBHEILICEETHD

AT E T TR L 91, MIEER-CHRIEZ EOBRENZREINOMEIC T 5325 2 &R
HOMNT>TE Tz, LIe o T, ZRRIC T OBREZREE ZHIET 5 59 FisE 0 A
THLBEZONDD, EOLDBREBN LS KFIZFEINTWRY, LnLARns, i
RO LIS L ORNESRICEFE 2R T RRERED DTN TIEH 535060 TE Y, ik
RIZBE 532 > VAR Rc Il S CE 2 (K4),

F9, AL EHIET 5 7 T OIEMACICEE R EE 2 5 00, Ml RET 5%
% F—+£ ¢ SHORT SUSPENSOR (SSP) T& % (Bayeretal.,2009), SSP (FAEHIML TiZ mRNA
DIRRETER L TEBY, ZHINTHR IS & MAPKK ¥ —tY ThHs YODA (YDA) %i%
MAbd %, YDA IZ MAPK 7 —ETh 5 MKK4/5, MAP ¥ —ETh s MPK3/6 5725
MAP 7 —ERKEEZ I LT, ZHEINOMMHELZ I L2 (Lukowitz et al., 2004; Wang et
al.,2007; Zhang et al.,2017), SSP 215D MAP ¥ — BRI OREINF 2N KBTS &, %
FEOR O E DR ITR D & & BICERRITITWDHPBIE I, ZTORDOIRDRE—
bbb D, F72, SSP X BRASSINOSTEROID SIGNALING KINASE (BSK) 77 XV
—IZB/LTEY, L7777 I U—Z&EN5D BSKI2 HEI0 T YDA OIEMHEALZ#H 5 = &2
REINTWD (Neueral.,2019), BSK 7 7 X U —(% SOMATIC EMBRYOGENESIS RECEPTOR
KINASE (SERK) U=z 5k kk - — 8 L AR Z AR L THERET 2 2 L M 6Ty % (Majhi
etal.,2019; Shi et al.,2013; Zhao et al.,2019a), LIL723 05, vuaAf XFTXF&2&te7 75 F
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BHZ R A 72N+ T D SSP I, #(LDIEFETBSK 7 7 2 U —H> H CfERE 2 2k - 7=
LT, ZREEN S TICHINT YDA 2L TE D L9 ICho7ctEZX BN TS (Neu
etal,2019), —J5C, BSKI1/2 3ZHEINCBN T EDZRR L IR L CTHERET 2 O EBH &0
(2725 TR,

MAP ¥ —ERKEO T TliE, WRKY2 25 E108 U VEEIC L > TEHEIL S5 (Ueda
etal.,2017), &ML 472 WRKY2 1%, M2 55 HIA F 415 HOMEODOMAIN GLABROUS
11/12 (HDG11/12) ¥5E[K¥- & & 12, WUSCHEL-RELATED HOMEOBOX 8 (WOX8) #55.[X]
T DG Z{E# 95 (Uedaeral., 2011, Uedaetal.2017), & 512 Ueda & (2017) 1%, WRKY2
X HDG11/12 O KA MAP 7 —BHREE O KIERE & ARSI O LIZ KRBT 5 b
DO, ZHEINT WOXS Z M R SR N O ORFEEMH T2 b RALE, L
235 C, SSP+BSK1/2 |12 & » TIEMHAL S D MAP - —E R, 8L OZO Tt TO WOXS
DERETEMEAL Z 2, ZREINOMMIEALIZ B THL e &E 2 R TRETH DL LV i b,
DFED, HUPORLIAENDIRFIZE o> THEH LS N OEER T &, MU ORHIAEN
DB 9 Z & T, FROEBR LS —FITEG I, (XU O TIER RIEEN THE
2R HDTH D,

WOXS8 I LTUEMICHEEET D5 WOX9 & & b2, MIEA D CHRBIEMHALIA 1 & LT <
EFEZ HILTW5  (Breuninger et al., 2008, Dolzblasz et al., 2016), L2>L72235, WOXS8/9 D
T T EARBG T OEBENEE LIS Dh, £7- WRKY2 X° HDG11/12 7% WOXS8/9 Ot
2 EATIRBIE T DORG ZIEMEAL T 2 O I KIRE L TRIITH S, Zhou & (2018) 1F, MERZ
HIRBE Y fREESE CUUEE L C DTS5 2 & C, RIS 2 BEE - R4 2 Tk 2k
N LTz, £ LT, Zhao & (2019b) 1& Z o # Al 2 FIV N TEIR L 72 SFARACS2 K5 IR & RNA-seq
ZRD T A7 )T N =L EATY, BB TFOZRRIZICRIT 2 BB EOLEHIZ OV
TOHA La— AR LM Lz, ZHUC L - T, ZHREEIZ 3000 TV & s -3 8 5
FRFHZEIURENTEY, WRKY2 X HDG11/12, B LU WOXS8/9 O FiiiEfs bt Z D
IZEENTWDZ ERMIF SN D, FEBRIZ, Zhao B (2019b) IXPLEANC &L » TZHEEE D
FRER T A BHE L2 P ClE, MM b7 RIBICEIEST 5 Z & bR LTz,

SSP BSK1/2
N/
YDA

{
MKK4/5 [ MAP F+—+#2%

MPK3/6
@D
RGO <® ...... .
@ D

4 ZRMOBEL ZHEHT 55 FiliE

ZHETHSNITA2 > TO DML 2 FilEI9 2 B ORI, 5% ICTE
LS % MAP - — BB O FHT, Ml 2 6425 @K 1#o
RENEE LS D,
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5. BHYIC

T4 D TE SR~ EL B O TR D Siks Td D, SEAGIIORRMEALD A T = X L OFFIRIZ T T, F
TEIEINED T A T A A=V IREB STz, T L > T, IPHETOMIE#CW
NADRMENRZHEIZ L 72> T—HREL, ZTORENENDFRRN R Z — THEEI L
5 Z L TMALICTHE S T2 2 LB LR o7, FRICIRIAIX Z L E T Hiao 3 o
AOEAIZFET 22 E1Fmosn Tz O (Kriiger & Schumacher, 2018, Scheuring et al.,
2016), SZHEINCRH S/ L 5 7, KR FEMIICTEREZ 2S5 2 L TRAEICHET S
EWVWH) FRIITHENOEATH-T-, 5%, I har RUTREOMODA N TR T DEHES,
MRS, TN DR EDAFRE, EA NI EDTE Y =X T 4 v 7KL WD
ST AR BN AR A ERRIC AT E 35 2 & C, ZRINIMEL L CRESZICE S £ TITH
JIN TR Z 284 2 BB ZOBHRELBEMTELTHA I,

— 5T, WAL A HIET 50ROV TIE, S E TZEZICWL L O DR EIEMEAL
HFAMB ZENRHINTELLOD, 26O T TEENIC E A REE T OIRENE
PEAEEIND D0, S HITIFEZREIN &V ) UNEICBW T, MBI OBIREN & 0 X
KBRS D D72 E, REIZAHAZRFIZTZ Y, Zbic 20 Th, £ TEEmKF
D REIETZIEIPNTRD T A T A A=V T %ITH T & T, MAP ¥ —EBREECHRBIE (L
KFEEDO T TED L D 72BRENHIE SV TWDDOMWBIH LI D724 9, ERIZEIRE
PIEVE L SN D REE IOV T, EEEFHZRFIETORKENGRE TE 2HMHFIT/NE
WeEZBND, RNA-seq ifATIC X o TEHERT#E TOMRRI R B PRI T v 7 7 A LD
LT ENTND Z &0 D, S%IIM OO FETEMER 2KV AL, WiEEFEH]
MRFZRFET D EDEINE LitZely,

F72, BN LTEZEORFATAA—=D L TR TR T )T b — AT L W o - Tk
X, WO b 5 —DOEEToH LKL (WA OAEEORRAICL A THDL L& X
SIS, T 1R EIIR D DRAENEEA T, 8 MRS 16 MR & 72 5 T, IR
ROBFA NI I3RS D 2 & TR IS &35 2 53T 5 (Jiirgens & Mayer, 1994)
LU s, ZonhnzEfET 2K 32 AEINTE LT, HioR s x
FEAEMBH I TR, 2O LD KRN G, Z ORI O CTITMLE -0/ L
HR T EDEIe~—H—T A U BEEICE S STV 5 (Liao & Weijers, 2018), L7223 > T,
ZREINCTHOONAETEEZICHALCINED~—I—TF A U EBERTHZ LT, i’
BIAZ w57 2 MENEEEZH G TEL B2 D, S 61T, MlafER A7 8% O B
ZEY, ZNOORHMORICBT 25 M T A7 VT v—AT = b SN TS 2
&5 (Palovaara et al., 2017), WBRFH 7R DORIE ARG TE 5, FEEEICHHED
KT A7 VT h— AT D, IRRAEICBIT 2EEEIIRTEARITH 52, Miak E T -
TRTET %2 /X7 BRETH % SOSEKIs 23 HTHLN 1 & L CRIES L2l b 25 (Mélleret al.,
2017, Yoshida et al., 2019)

U bD Xz, ZRINIBWTTIA TARA—V TR N T AT VT h— AT AER L
7o Z & T, MRAEOBRRRE TOFEM IR NBIESCZ I D 2 HlE 32 5 TR 2 BRE T 5 720
DENFT T2, SBITINLEZ AN & LT, TER-IESE OB RERE, <53y ok

Y. Kimata - 7
BSJ-Review 11:168 (2020)



FE BB Bi#R 11:169 (2020)

I A DIRARJFER ORI 7208 % Z E BRI S LD,

6. BifF

KRG TR LI RRCR O —EB1%, EEN A TR FOR LG HERE, MEEIRFEto
fREOb L, AHBERFPOEFEREE L, EERBE L, (WAL S A, BB, §3i5
IEFHER, AR FOMREIE L, TR OB — %, University of Kentucky (CK[E)
O] B FntE -+, Gregor Mendel Institute (74— A kU 7)  Frederic Berger 2%, %5 B ik
FEIN KPR PO MR+, HIRE AR, YT ORBEREEE S Lo
HFERFFEL LTHT 72 b D TH D, 2 b OWFZEIE, ISPS BHIFE & Bl ik BEg A% (JST),
Austrian Science Fund (FWF) 38 % 521 T3 L7z,
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1. [FLC®IZ

F—F T TG MEE R > THE SN A ELE L THY, HWORAE L REDOR A 72
BEIZCB W CHERZREZH - TWD, A—F 0@l aidl & SR L - TIRITEA S
, HEEIIEICm o TE S, MITHE LARDB R SN D, 4 —F 2 38l
IV IAEN DT TiEe <, MRBEICOMT 54 —F v UisiRic X - T, MlaEz L
TR ~DE Y AT &, IS ~OPEH B HIE SN TS, 26 DA D % < [ ZHE i
IZBW TR 2o fizm L, FRZ, PIN 77 X U —O 4 —% 7 U HEHEER O A5 XA
ENOF—F > OfMERED Ftk e —8T 52 L Enn, PRI A —% 2 i
PR O X TR L L TOF—F 2 L ORNEZHET 2 TEARAER TH I EEZD
NTCWD, KB TIE, PIN 77 2 U —DOF—F 3 VRO BTE 2 9 5 K1 Ok
FEAETHI AR IZ OV TORSE DI AL AR 5,

2. 04 XFRXFDFA—F UEER

F—F T ORRMERIE A LoV TR 2R E LT, A —F oA Ma SR
T LHEERNMFE > TRTET 2 &V ), Wb H(LFRFEHN 1970 FAMN LB I TV,
Z D%, FFERFHIMIEOIEIZIE, ENAOFIE T NV — I K0 A —F > o O
RSB I e R TR RAR O GEARE N HED DAL, HIIRIIZRBTET 5 A4 —F o ik
& & LT PIN-FORMED (PIN) 7 7 X U—D X 378X, AUXINI/LIKE AUX1 (AUX/LAX)
77 IV —DF L RTEREE SN, FEERIZ, PIN Z ™37 HITIEA—3F ¥ o PEHTEMED
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bDHZ LM, #33 BY-2 fifd=°, HeLa Mifaz W2 FEHRR THAES LTS (Petrasek et al.
2006), —Ji, AUX/LAX 77 X U —Z U™\ VBT A—F L VR ARERAZFFOZ &5, R
FEAMAE 2 A2 ZBR RIS X 0 FEREES TS (Yang et al. 2006, Swarup et al. 2008, Swarup &
Peret 2012), ZHHIZIZ T, ABC b7 v AR—F —F 7B LI {EL, 4 —F
T DEIEEEE RO Z L BN HE STV D (Geisler et al. 2017).

3. PINZUNIBEDOREIZEITH%E

PIN % /37 B3~ Ok CTHRELL, £ < OMROMIEKIZIW TR > 720 2 R d
(Tanaka et al. 2006, Grunewald & Friml 2010), fEZCROHLOEICIS T 5 A —F 2 & O HFE R
(FR D) ~Dlgs<e, ROERIZI T 2 TEMA] (M _EEBHE) ~of@so FiatEix PIN 7
7V —DF—=F T P X B ORI E FJEH 72 < (Benkova ef al. 2003), PIN ¥
VR OMRERBERIZE D A —F U OMERENRET S 2 L, SHICEE T LFEN
FIERHEHE PRI FIEIZLY PIN Z RV EORIEEHET 5 &, TUliE>TAH—F D
DAMEND Z EBH BT/ > TE Y (Wisniewska et al. 2006, Kleine-Vehn et al. 2008, Huang
etal.2010), PIN % L RV EDRTEIZ Y v A XF RSB 54— 2 v O ML 2 i
RERHEHSTND EZZ BTV,

A XFAFITBWT, MR RE LA —F 2 Ok S LT\ b PIN Z 28y
1L PIN1,2,3,4,7 T 5 (Grunewald & Friml, 2010), AR Ti, PIN1 [THRUESF ZHARA UL O o
OFEIZ TN HBL L, MR o E5 M O AR FHAE L TV 5, PIN2 (ARG SRR AT DR L,
Bl U TR HEBL L, R &R I T TES I O MBI /TE L T\ 5,
PIN3, PIN4, PIN7 [ZMR DT O FLMEE /L A TR TR L TEBY, 5D A L 3—
DSETHINCE 2 D X D ITHBLL T D, PIN BAG T OBEMBSHE R AL BAK IR O AT 1358
WEH R E 720, pin7 IR TIIIRIRE A O BB B W CTRURE Oy 2 2 —
B ER L, pind BEIKIIRESZME O RE — B R 2R T 2 E R ME SR TS
(Friml et al. 2002, Friml et al. 2003), F£7=, pin2 ZEBARS pin3 28 BARKITE MR 2R L
(Miiller et al. 1998, Friml et al. 2003), FEILERNL O Ry ZMEOMNMERTE DR OE VN LY, 34
AR OMIE THMB OBEZH S LB X 6D, —F, pinl pin2 ZHEIEFAR TR D4R
IR/ NS < 720, ROBERIEI S, pinl pin3 pind pin7 72 E DS EEBRIKTIIE IR
WM E D FIESCROIEEAESND Z LD, PIN ¥ U 87 ERNILRMCHEET D 2 &
BT ST S (Friml et al. 2003, Blilou et al. 2005, Vieten et al. 2005),

Hi BT, PINT (X S80Sk & MEE AR, & L CREO—EITMEE R > TR HBLL,
BRI EE 2% E| %2 > T D (Benkova et al. 2003), PIN2, PIN3, PIN4 [TIEFFETOH
BB EITEY, pinl pind AR BRRIZTIESCARIED I ARITIRO LT 2R3 2 & 3wl
S TWD (Guenot et al. 2012),

4. PIN 2 2/ EDOHRERNE X
EFIRAETIE PINI & U R 7 B IX RIS /546 LTV D03, /Mali@k oL ERTH 5
brefeldin A (BFA) Z 2% & 1 FpfEIFRE QMR OLBRIZ L Y, 1ZEAED PINI # 37 E
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DHIFENICER T 5 Z LR br> T\ d, ZOREERIT AN THY, # o7 EARKA
EROHFE T THRBOZEN LN Z LD, PINI #2237 IR, »omfilcT
VRYA RV REUB AT T s THESNTND EBEZXHND (Geldner et al.
2001), YT Z OHBANERIEDEFRICOWTIIARHTH - 7228, PIN OFEASEREKE IS4
Dk 2R EA S EE S LT Y (M 1), PIN & 2737 BEORIRENERRE DFREE ORI O
BRAMNTT 52 ENAMRRIC/2 > TE TV D,

4-1. ARF GEF M BFA B2 DUVT

PIN # VRO F VW A F—V AREEOIEOHIFICEHD AR & LT, Ko T®EG ¥
%7 ARF & % DOIEMALINFTd D ARF GEF [FIE S TW5, PIN X L7 B oMa s
IZ=X VYA h—Y R R A F—V AWK VEINTWD Z EERMICR LT
Geldner © D 3EER (Geldner et al. 2001) [V HVZERITH 5 BFA 1%, 7 ERAEET HR
B#HMTHY, KOS F GH /NI E ARF &, Sec? RAA L EFHFST T =0 X7 LAF RAcHh
[ 7~ (ARF GEF) O—f &2 =1 & LT, BEEEMO/NMNilEEEZLET D Z ERMmLITVD
(Gillingham & Munro, 2007),

aAXFAFT ) BITIE, SecT RAA & FiD ARF GEF & LT, GBF#® ARF GEF
(GNOM, GNL1,GNL2) & BIG ¢ ARF GEF (BIGI-BIG5) A =2— R&NTW5, GNOM D
BERE R BRI, MEBBRRIZIB WV TY — a3 58 < B &4 (Steinmann et al.
1999), 55\ T U L TIFR O ECMHAR B DR, EHEMEORE N #HE SN TWD
(Geldner et al. 2004, Okumura et al. 2013), BFA fAE F Ty A XF AT 2AFEEL L, RO
HFLOHEIZE T D PIN & X7 B O~ D J[FEIEE S, FROEBECE ) EMED
HENRD 51D (Geldner eral. 2003), BLIRZENZ L1, GNOM @ Sec7 N A A % BFA (2
D ARF GEF BT X BES 2R, FFEOT I/ BRICAER AN L7228 33
GNOM (M696L) %#FHLF 5 %ML, PINI OFIECHROREIZET % BFA B MENE T
HZENRENTEY, GNOM X BFA O EEREH O > THDHEHEZLNTWVD
(Geldner et al. 2003, Kleine-Vehn et al. 2008),

7 2 BEECHID 51X, ARF GEF @—#F (GNLI1, BIG3) (% BFA I[ZfitfEE oL FHEINT
W% (Geldner et al. 2003), FEBRIT, gnll 28 BARITHEMIROAEF D BFA ICEEZMEE 0D, T
I JFREHAIC LY BFA BZMEICWZE Lz GNLL Tl gnll ZEIKD BFA ERSZ DR
M3 [E4E L 72V (Richter et al. 2007), GNOM & GNL1 /X5 5% GBF1 #1> ARF GEF TH
O, ZHERKIIEMAEBIEE RS Z LD, EELTCERELFFOLE X BN TS (Richter
et al. 2007, Teh et al. 2007), £7-, GNOM & GNLI1 12 &6 5 6 EICIVIKRIZHIEL, BFA
IZ X DHRERLE 2% 17D & T U ATV THEA~OSAARNEEINT 5 &0 ) MR B 2R T 2
&M STV D (Richter ef al. 2007, Teh et al. 2007, Naramoto et al. 2014, X 1),

—7J7, BIG#.® ARF GEF TiX, BIGI-BIG4 [XEH EoFELIM:RE <, BIG3 & BIG4 IE b
T VANV R — A (TGN/EE) IZ/BT7ET % (Richter et al. 2014), %7, ZEE
FLARDAENT 2> & BIGI-BIG4 1LTTRMITHEEET 5 Z & AR & TV 5 (Richter et al. 2014), =
NHDOHTIE BIG3 D& BFA MMETH 0, bigd BIMZEFAROR DA E 13 BFA I E Rz M
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%7159 (Richter et al. 2014), BIGS/BEN1 % TGN/EE (ZJR{ET DA%, D SecT KA A X7 2
J WRELH X BFA M ARF GEF & BFA J&% D ARF GEF Ol 5 OF ¥ ZFH
(Geldner et al. 2003), BIG5/BENI1 (Z M731L A #R2E A LT OFER) 5, BIGS/BENI 73
BFA &= ARF GEF ThH Z EDVRBE I TS (Xueetal. 2019, 1),

4-2.  PIN % 2/ BOHaRNEE % Hl#HY 5HF

FIRD K5 725y I RIZE Y, BFAIZ#EE D ARF GEF Z[FEIRHICIHET 5 Z Lick2 b,
BPAERS B A X X J % BFA TR 2 2 & IC K o THOUWRRIE ORI 2R 1 7e & OB D
JEAZ AR S 2SPEEE S 41, TGN &/NJE2MEEE L7 BFA 22 /3— kA 2 b IR EN 1 E D A
fadFIZES L, PINL 2 &Te5< OEY L8N Z OREICERT 5, EHEDLIX, vadg
X F X FOROHLMAMEZIT PINI-GFP % BFA =22 /38— h A MIEM LI WA RKE
NEBARFAIIZ HEE L, bfa-visualized endocytosis defective (ben) ZZ¥LAK & 4117 7= (Tanaka et al.
2009), ZiLH OESAROMENT ORGSR, ben2 ZEHAKIX TGN/EE IZ/RTET % Secl/Muncl8 %
INZE VPSAS 2T X/ FRIERL (D129N) =4 U A B %A K> CUiz (Tanaka et al. 2013),
Secl/Muncl8 % > /X7 ’E X SNARE % > NV EOHIEK TTHD EEZHNTEY,
BEN2/VPS45 & SYP4 SNARE # /X7 E LHEGT 2 Z LR LMNIT>TWD, ben2 25
RTIZ PIN1 <° PIN2 2% BFA 222 /%— h A2 MZERLIZ W & 926, TGN/EE ~0 [k
BICBRENECTODAEEMENE Z BND, benl BHRIKL ben3 ZEHARIL BIGS & BIG2 I
ENENERAZFD, ZhbOBIETFOMIEXRIBIZEY PIN1 28 BFA @2 /3— X MZ
L LI KD EE X B 72 (Tanaka et al. 2009, Kitakura et al. 2017), BLRIZEWZ 12, ben3
ZERAKIT big3 BRAZEA LT _HEHE
FAKTIX BFA (22 % PINL Offifiaiy MR

BFA [fitf:® ARF GEF (BIG3) & BFA ARFIAIC === |5 2TLIME/

J&=Z %D ARF GEF (BEN3/BIG2) D3 %JJEJ(%:E/}\“‘/)—A

_ . TGN/EE
2 e .

7o CMEFA - ‘Ff(/F VPS45\’%)¥<_BIG1,2,3,4,5

~O PINI OFERDESWVDHIEH S ARF1A1C

HUB_ O O Trs120

TWDH ZENREEIND (Kitakura et DN-DRP Y \ J sl

al.2017), BIG %! ARF GEF (3#REAY T

FMENNE <, BFA 4L & BFA it4[R+ _BFA I l +BFA fg: %%‘ESFRCZ;FEFS

YL NN TACES SRt S R ke )

FRE A2 S 72 AT HEED B LTV GNL1 BFA

B, ZOMART Fa—FIZLY, bigs AW”Mcégggx/jw“*“V“

J5 KT BFA JLFRISIC PINI 35X GNOM, BlGs

Sl ' ARF1A1C

Y PIN2 D~ 7 < P TRS120
RabA1b

SNDHZENRB SN, BIG3 IXZb

DL T E DRSPS & &

Z B TW5 (Richter ef al. 2014, Glanc 1. PIN &>/ SO B ORRERE TV Y — L
DFE DXz HIH Y SR E R T
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et al. 2018),

—7J7, PINI-GFP %2 BFA =2 /3— F A ¥ NMIEMT HARMR L U CHBES VBN
ZEBAR bex]l \ZIXARF 77 X U —0DK51 G ¥ /378 ARFIAIC T, 7 2/ FREHL(L34F)
ol &I $ARMNA U T e (Tanakaeral. 2014), ARF1AIC % TGN/EE & =V IR JRTE
L, GNOM, GNLI1, BIGS5 72 ¥ OFffix O ARFGEF & HRETH 2 L /RSN TEY, PIN ¥

2R E ORI RAEORIEIZEE S5 95 ARF TH D Z EAVURER SN D (Tanaka et al. 2014),
F 72, BEXI/ARFIAIC DEMEEM L X7 ORI EI2X 0 ARF OREREDLE S -
BAIZIE, PIN1 Z LR OD-fﬂiﬂ’ﬂH%)%'?‘?b:/)ﬂZ/}\L FHUTHENA—F D VIRE DR — R
LA, MBD/H — U RRR0E DB DREAIZRENAE T H 2 LD, ARFIAIC IE, BEREMIIC S
T — % 3 MRAER IR I A AN A2 DR %ﬁof“é&%i%hé(hm@ﬁdZM@
bex] ZEFAR LI OBEMEDRBAZ IR bex5 ZBRIKTIE, Rab 77 IV —0D G X3
& RabAlb @ GTPHFEGTALIZT X / BEEHL (S156F) %8| XL 2 9748034 U Tz (Feraru
et al. 2012), RabAlb DOEAERAL BIKTIIIRMNERHANI R SN/ -7 2 L5, RabAlb
It RabA 77 I U —D A L NN—LIEMIZ PIN Z U7 EHEOxF V¥ A h— AICH
H325LEE2 5T\ 5, VAN4/TRSI120 (% TGN/EE (ZJ/&fE3 % Rab GEF O% 7= h T
&%, VAN4 OZEFARTIX PIN O R{EICEEIT /WY, HIFLNIZ PIN OZHENRAE LT 5720,
PIN =% V%A b= RIZFHG L TWD ERBIND, FF i&iiﬁk*ﬁ@fﬁﬂﬂ@/\ﬁ”ﬁﬁﬂze
HEOHEE AILICMS BB L TR Y, ZREKTITEIROI 2 & e BE & AR DI
% X 7-% (Naramoto et al., 2014),

Y a A XFRXF ORFEALER A TRV TR MDA S WEE L <, R En o EMAE K
TIERE RBAEDEFEIIRE2VN, PIN Z L7 B OREASEICE D 5 R & 0L EEREK
IZT5Z2LI2L T, MORENELIHEIND Z &0, MENEIMET S Z LRHE S
LTV % (Tanaka ef al. 2013, Tanaka et al. 2014, Richter et al. 2014, Kitakura et al. 2017, Xue et al.
2019), %< O, EBRARORAERENED X S 72l 2 v RV BITEDOREICL DD
RONTFFTHMINTELT, SBPALNTTRERETHA I,

4-3. HRAREEETO PIN 2 2/3% B D&% H|{H

PIN # X7 BE DT R A b= AL LR FEZRFET 72010, BEEAEHMO K
P A b= ADEFERRE OB T T o, 77 AU TESEEEHAESIR
LD, NIART VA UEEEEKRL, SOICENLNEREAEREEKRT DL EIZX0 D
IREEEED 2 & TIEHEOBOBEEOEE I SR TEBERH D B2 6T
b T, FAFTIVIFACES L UREROHEEEZ L5017 ThY, /IEOHZEDERIZ
EOGIWHITE < LEZEZXHNTNWD, 7T AU MEFRT Y R A b= AL XA F I K7
= R A F—V RZHET L0, 77 AV CEEO—F (HUB) X7 7 AU U=
— NEURITE, RIFUNRHT 4 7L AF I (DRPIAKATA) Z BRI S 5 FR
PTHI, TRICX VMBS T Yy R A h—V AREEEIND Z E2REN T
% (Kitakura et al. 2011, Yoshinari et al. 2016), & HIZ, =2 N A b—I R & HE L72iEY O
R TliE, FOHEICERIT S PINL Z o3y Wﬂﬁ& BT D PIN2 & 2230 ORWEJRITED
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PREL &7z (Kitakura er al. 2011, Glanc et al. 2018), %£7-, 7 7 AV VEHHDOEREKIZHB N TIE
PIN1 D JRFEIZIIVVERE 23388 4L (Kitakura ez al. 2011), A F X 2 OZE AR TITAMIE 5y 2
PAZHIEARIZ PIN2 & X7 DR D el 5 Z E BB I TEY (Mravec et al. 2011), =¥
RH A F—3 AL PIN & U X7 EOMMERECHLETHDL B2 HND,

RHO of plants (ROP) 77 X U—®D G ¥ > /)7'EF L ZFOMEERKFH PIN Z /87 &
HIRRBBETBRC B1 B RFERIENC R 5 2 L VRIB S LTV 5, ICRI/RIPL (7GR ROP kf@
G EEKT D ROP =7 =7 X —Th v, BITHIIIEIC 24T 2% (Hazak et al. 2010), icrl 2
FURIZIRR AR D37 — UIBARe, HFAEZ OFRBICE T 2R L, PIN OZRK L ERIH
(ZHEL L 7= R BIA 2777, ROP & ICRI/RIPI [T I R7E L T, ICR1 O RIKTIE
ROHFLHEIZIT 5D PINI OFMERIEDENR, KEIZIHIT D PIN2 Ol [7ER N =
NTW5b, F72, icrl AR TIX BFA LRI L Y PIN2-GFP X BFA =22 /38— kA v M
FET 5723, BFA FREZICHMIANOERENE D LT W EORFENRE SN TWD (Hazak et
al.2010), —77, ROPGEF SPK1, ROP6, ROP =7 =7 % — RICI DOZEHRIRKIZI\VTIL BFA
ALERT%1Z PIN2 7% BFA compartment (25 L0972 &3V HE S TE Y, ROP {KAFRT728%
A PIN2 OFENEE B > T D EE 2 BN 5 (Lin et al. 2012), S HIT, A #AlH
4 2 X7 BosFP & VT, spkl 28 BARIZ IV TIL PIN2-EosFP A3l HIE L Lod
{72 TNDH I EDURESTEDY, SPKI I PIN2 O R¥A F—3 A& HHF 58 & 23
b5 LEHEM SN TS (Lin et al. 2012),

5. PIN %2 2/\Y EDOBERBEDHIE
PIN % > /"7 8%, MO T X 7 BRELY), [EffiDEVIC LV, e 28ROt RfE
%7~ (Tanaka et al. 2006, Grunewald & Friml

2010, Zwiewka et al. 2019), PIN # > /X7 &3 TH il

SR & HEE O & B 5 I RIET B DAL m N
T, VU UEBBLEROEER|RL, AGC ¥ gﬁ “— (PID, WAG1)
—+¥TH % PINOID, WAGI, WAG2 IV k1L, < | — est,Eest6
N7 PIN # U X7 EIXTEm AN BIE L, 21 ELE_« ARFs
B0 Y L RLEER DERET if@iﬁmi‘%& % Bies
2B D PINL <0, fROFLIZEBIT S PIN2 7
& ARIFTHER AN R{ET 2 PIN & /37 8 )m éb <
JRAEN M > 7 85 = k75>$f€<ﬁtéhf TYRTA =2
W % (Friml et al. 2004, Huang et al. 2010, 5 -
Dhonukshe et al. 2010, Glanc ef al. 2018), E7-, € | ARFs /\
BUATR N 2 LT, AROHER HPLOFE TEEEB IS < BFA
JRTET % PINI 1%, BFA |2 X 0 §IIaIEJRTE A R o
SRV B Y, 2 TR e

JRfET % PIN2 ¥ > 237 E X BFA IZ XY R{fE

PE(LLIZ VWD, PIN BT iz 2 PIN 52 SOBORIREE AR A0

BE I B810 2 Ek R B & HlITE R+
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169" DRI IX BFA IZXT T 2 B D F 72 MR DB TV D &V ) BT LIRS
LTV 5% (Kleine-Vehn et al. 2008, 2009, [X] 2),

gnom 28 BARTIZIROHEE AT ALE MR OFEE F LRI I T PINT A TESHANZ 5370 L,
ZIUCHEWFERE PR TOA—F VU OEBMN R b2 <25 2 &5, GNOM X
PIN1 DJEERAIA~DEGE &, 2T K D A —F 2 UARIFRIR AR PO 2R &E 245 L &
Z BN 5 (Kleine-Vehn eral. 2008, X 2), GNOM % GBF 1> ARF GEF 1Tl H DORERE
ZRioCn5 5 L<, GNOM 7' —#—"C GNLI %3 SE T gnom BRKDRA R
IEEIE L 72\ (Richter efal. 2007), BFA ALERFEIZIE GNOM 13 BFA =22 /3— kA > MZEFE
L, UL 27 V71 Z &, GNOMZV A 27 ) T2y R —AZJFET 5 E1E
UHNTERER, TOHOZEIZL S E GNOM [ZEIC TNV IRICRET D Z &N 5
725> TCW% (Naramoto etal.2014), =2 R¥ A h—T A f L—H—Z HWEZBRTIE, fMlEN
(ZHL Y A FE AR5 1E TGN/EE I SRGEICRIZET 223, T4 VR~ Ok IR S e
D, FBE~DO VA 7 U o ZICINTEPED S TWAENE I DI AHTH D, ED7=9,
GNOM (X PINI @ U %A 7 U ZIIIMENIZEHD > TWhH W) ittt b s <k
Y (Naramoto et al. 2014), 4%, GNOM (T LV #ilf#l S 4125/ ol K 1 o ) 3 <5
Z & T, PINI1 ZHEMANCENET DY A 7 ) o FTREOFEHINH SN2 b LS D,
—J7, TESMNC PIN & > /X0 B % R{TE S E 572D OEAZER 12OV THE, 02 BRAER
ATV, FROFLZMAZIZIBT, PIN2 ITEEAICHE S 5 81X GNOM (2K 7+
7, BFA IZ i Z 7R3, PIN2 OJRTEE 5 < FLET 2L A3 R S 41, endosidinl (ES1) <2
ES16 72 & DALA WA TESG A~ O WL R I 2 FREAYICPLE T2 2 &0 b, THIRAl~ D5 1%
(IR R 7o @R 3B 595 L B 2 5415 (Robert et al. 2008, Li et al. 2017), ES1 OFE
IR E STV 72 W AY, ESI ALELIC KD PIN2 Z > 87 EHOMAAN ToZERIX
BEN2/VPS45 (ZIKFFHITH Y, benl ZBARIZIBWTEHFIZ /D Z LD > T % (Tanaka
etal.2013), ¥£7z, ES16 (% RabAl X> BIG %! ARFGEF %9 2% 4 HET 5 vlaetEnsfs
SN TWD (Lietal 2017), HOEOWHFFEIZ XL Y, PIN2 OTESHME~D FEZ B 2 A7 E
IZOWTORRERDLIDIT, L—VF—IC L HMEEBRI TONT, TOME, FEH &R
SN REGMIIZIBWNT S, PIN2 (XTESANCEE S 722 Lvh, REMIRIZIZE A OfM i
FPED B V), EIUTHES T PIN2 OFLEDSIRE SLD EFE X LD (Glancetal. 2018), AlifaE
SYEIFIZIE, PIN2 ITAIAARICERE L, 0%, TEmAIC ERRBESM AL+ 5, ZoimkE
2RV, FBICAR STz PIN2 & 2 R 7 BN THmANCEE SN D 2 &, & DICE Ok
1% AGC ¥+ —FI2k 5V (b= BIG3ARFGEF IZIEFEL TWA Z EARENT WS, M
RN Z &1, BORLHIIA E12BW T PIN2 EESEL L 72 RTERESE R L, PIN2 OBikic
B2 Z EAVREIN TS NPH ¥ /X278 MELI (Furutani et al. 2011) %, BFA JLEEZ X
Y BFA =2 /3— F AV MZIFBEE T, MIRESHOBRRIZE W THMERIZHIZE A LR
TERFIT, TS OB T I RTET 28 73822 S 40T 5 (Furutani et al. 2011, Glanc et
al. 2018), ZDERIRZ X EREHIE 20, ZOEHFIZEBWT PIN X N EDOxT s R
A h—=2ZARx=F VYA F = AR FETHICHIE S TW D ATReMER m <, A% OfEIT 3R
-ns,
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6. BHYIZ

FRROX I, A—F v VBB EROREIIIES TR G ¥ X ERENEEERLLT D
GEF 72 ENMKELS b T D2 L& Lz, D lmsii s B ORI ZE S A E I F%
REL T D, Bix 2R OFT OB R LD, PIN ¥ 2 X7 EOBMEREIZIT= S R
A= REZXYHI AL F=UZAREL L HEEREHEZRIZLTNWDL I ERREIND,
AR TITHR L ENR o7 hy, \EARMESCLIEMEOBRICIB N TS, a7 kR 10
U URLEER IR EDEREL TV D Z ERRAXICHLMNC > TETWD, L, A—Fv
VSR D JRE A HIET 50 TARITEMETH 0, ISR OFERIIC O W T ORAIT E 2+
TR, 5%, WMERED S BN L NI Z LIk~ T, oA L ARICE
B E E BT —F L OEBFICOWT E LR LMANEOND Z LI EN 5,

7. BiEE

AR TR _RI=FEEHE O NV—T O, BaurseE b4 GREE S 23012026,
16H04806), bt o=—~r70 T 4 TH A= A7 a3 A (HFSP CDA) (2 X 5 XiEA 21T
TiTthihi,
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