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T, AR X > THREIN A NEFN ORI ZAENILEFE SN Z ENRINTND
ROBUNE OMARIC LY, BUNEORSIZIXEEI D EE 2 b D (Kirk et al.
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BRICHETZE T DR Z A b r 7 NFE SN HBRIIEREOME THBE I TN D, v
H A X F AT OEERLIHROF BGMIEIZ 3

l/\"C j: .fEHB@/\Z;'J cto—(ét‘: l./fx_ﬂéﬁb
%ﬁﬁﬁkﬂﬁ®ﬁwﬁﬂﬁﬁ_mn <§E;E3 <::::>
FBECHT D0, MONES BRI =

@T%’%?“ékﬁ/}’Xl\m7%3$Lé /\ \ —_—
(Ambroseetal. 2011), FHH 5L, Nl \/) W NSO EIER //

KOMWERE LTz I a2l —va v iﬂéﬁ;mﬂam _
BTV, BEEOMIRE D 75 Ve 2 é — }D

Bl SCLRECIBIEREETE s o sNERION X (2B X

SMEES TRNERLSZ L ZRL ggmm g p 2 |07 e 5 W%
foo TMBOREND, XL, M ey
WISy EUC & - T L3 Ly iR s

AHE AR T EFETDH LK BUNEITET UOAIILRE ST IS SRR A T8 L

T. Murata - 4

BSJ-Review 9:114 (2018)



Y RFER TR 9:115 (2018)

TWo,

Z 51T Ambrose 1L, MLV NERE A 2 /N7 B CLASP WRITET 5 Z L &R L,
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— A B RER IR BB INE > TR
— ATHRIHE % AR A | dﬂ:ﬁ%éﬁéo b
BRRHE DRI K 0 10 S 102 FR i BRFEA mpmpo HEHED
WRIEIT- 00 J5 1 25 R O 5B A7 0 72 B hEEER LBRER
LEZLNTONS, Ml RGERE S m}
IRTEROMIA) A ~ L ADEAL, A E RS
DOFFE & A RE D B MERE DS kD)
EHEEVHT 7 4 — Ry 7 V—T%4E
D ETFDEZEX BTV S (Hamant et al.
2008), AHfIEAED S5 MR X IRF AT RO 25 [ MBIDEBE SMRIDAEA
7R BREE D ZAVIT KI5 72 DIl S 4
TW5, B ZRRIEMUNE 1L TRk U E1. XB#NEOLUH LR
RARLVA, HITK - TCEORI &L S TERHECL A TERBHNE LR ES.
% (Hamant et al. 2008, Murata et al. 1997, RRAAPL R SIREERRT S,
Nick et al. 1990)(1%] 1),

BRICISE LTt INE OB 5 30 NERE S 737 B (MAPs) DIEMHEDZERIZ L - T

nﬂ*ééhfj‘o D TNE DR & YT & W o T NE B RE O HIERERE S . IR SRR

A8
S
j

I
N P IN
2 ]

( \
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EEDTWD, FHLOBUINET BT R B I INE O RTE T D2 NE TR T2 6
2D ENHMLNTREY, ZOREMEREIZL > CTEEFORM & IX B2 AE2EHT 2
&N TE D (Murata et al. 2005), 0 NE O UM 1B BLIC AL S AL 70 INE STE RG>
SUIVEES LD & X THE L Z3uDH (Nakamura et al. 2010), = LT, BvNEEZYIVEEST Z &
T, BUNER AR T OFFIRANAIRE L 705, dOELAIIMUNE O R L B0 IR &
CHraH S 415 (Ehrhardt 2008), & HIZ, TH, UNE OIS BEF O NERSIZFIH L, =
O HOBUNET RS & L CTHBREL T\ 5 Z L3 5 A & 72 > 7= (Lindeboom et al. 2013),
AU B a—TlX, vy Fa2—7YU GRS O INE T Sk & o &2 =12 L 580
BHEORITOBREEZF LD . 2O OB VICHFOIEIC L 0 HIE S 2 E N E B
ZFRET DN OWTHRAT 5,

2. HikazETOMNMNERN L HEEF

WETa,BF2—7 ) BENEHERCES - BEATDZ LICXIVHELEFEE
MO IRTRM AR S TAEERRY ~—ThH b, 1TEAEDBEREAEMITIBTH LWUNE Ly
Fa—T V) VEAERPLEREIND, v T a—T V)V EHEKTy TF2—T7V 550y F
2—7 U & /37 E (gamma tubulin complex proteins; GCP) 7> 5% X415 (Kollman et al.
2011), 7 74 FETBMBEO/BENS, BRTIE, v Fa—7 U V/MEGERIZ =Dy F
2—7 U =50 GCP2 & GCP3 S &4, invitro TIX 13 HAOB/NERED LD T &
vy A ED (Kollman et al. 2010), Z OfFiEIL, v T o —7 U VEAEROSHUNE O L
L CHERET 2 Z &L &R/ %, & b GCP4 ST 5. GCP4, GCP5, GCP6 RNENZ
LéZ L TGCP2, GCP3 LAHAEEMTHZ LIk »TY V7 RIZRELIFETND Z N
EZ BN TUWA(Guilletetal. 2011), > EA XF AT bR SN y Fo—7 ) EEEIE
yFa—T7 U EL2TOD GCP % & ATV (Nakamura et al. 2010),

BT MR D X9 e U NETE R L Z Ff o TV, ED X D IZETRBNE TR O
ST, M), SRS 2 IR E T 2 ASAE AN HIE S AL, R Ok & 722 TG 2 O NE RS D3ME
DI SN DIIRFICEROH D & ZATH D, WEMEYORBMIECIX, M/NVE IXBEF O
INEINBRI A0 EEDOAEZF > T, b L < IIBEHFEORUNE I » THEATIZERE S 415 (Chan
et al. 2009, Murata et al. 2005), ¥R A X T X} Tk, vy F=—7 VU S EHEKEBRED AT LIC
Lo THRBMNERROTT ANEE SN TWS (X 2A), v Fa—7 ) AT
JE OBEF O NE FICEIRIL, £ 2 TR EESh D, kSl y F2—7 U UHEERIT
BIEELZ 40 BED 0 EEOAEZ R o TH LWBUNE ZTERT D, 138 A R TOR/NETZ AT
BEfF O/ INEZ RGBT Z D, 202 SI3M/NER A ORI 2., BEfFOM/INE
B 238 L S B S LD TUNE OBGFT & AEZRET 2 EERRFTHLEEZ LD
(Nakamura et al. 2010),

v aA XFRF GCP Z /X I E DGy FBARTF RN D O | 8 INE OB v DA BT
yFa—T UV U BERICIVRESNTWD LD ThoTz, spiral3ERKITrA XF X
T GCP2 D7 X/ iE A S &S E T EEEROEREZFF-THY, ZOXERIZLY
GCP2 & GCP3 DAHEAEHNTIE > TWD Z EWRIB I T2, spiral3 22 FRED -2 L Rl
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FRNE T, MUNEOIZRRA LD 40 £ LV KX <720 | REM/INE OBLR A EFALKIZ
RTEVEIL, MR HFESIZR LN L DI HE L Tz (Nakamura & Hashimoto
2009), GCP4 / > 7 X0 U EETIL, FEOMUNE X 40 BEIZ AP TR S L, T3
DREI/INEIT L 0 HEY| LBl %27~ LTV 2(Kong et al. 2010), ZALH DT — & 0B/
BEROAEILy F2—7 U VHEEEROIEMEE EERIC L > THI SN TEB Y, 20
FEDRPINE OELERICEE TH H Z L BRIBE N D,

y Fa—7 U UEAEERPUNE Z BT DN ORLE N Z — L, y TFa—T U UHEHE
ROTEM L BET 2ENR I VRESND EE X HNDH, BEEAY TIX neural precursor
cell expressed developmentally down-regulated gene-1 (NEDD1)2S y F = —7 U AR & 3k
THZENHEIINTEY, NEDDI FHAFAE FTldy Fa—7 U VEEEKITER S5 3,
B ARG DB INE TR ERNE A~ DL IR BEERNH - 7-, 2D Z &35 NEDDL Ly F2—
7V A RO INETE RGN~ DR - & B % 5415 (Liders et al. 2006), > 2 A XX
F NEDD11Zy F2—7 U VEAEKREDOHIEFERND, v TFTa—7 U VHEAERICEISEE L
TWn5, b LIEMUNEBAES RIS AICAFAE L TV D 2 & AV /RIR S 4172 (Nakamura et
al. 2010), neddl X V75 FERE CIIEBIRESE & 720 . NEDDI (385 8B AL -OHIIE /> 24 2 20
T o7z (Zengetal. 2009), / v 7 XU U fFEHTH5 . NEDDI X NVEREEIZB W Ty F
2—7 U VAR ERBWMNE EOTEEAICENE 32 AICHREL TV D Z LR L L e
~7= (Waliaetal. 2014), [HEHWZ &2, NEDDI / v 7 27 U HILTIL 40 FED A FE 2 Ff - 7=
W NETRROEIE DD LT\, 2D Z &b b MU NERE A RO IEHE 22 Bl & P e
D, WU NERRICEE TH D Z LRIz, v T 2—7 U VEAROENIR T &
EZ2 b5 Augmin EEKRORERIK T AUGMING / > 7 77 L ZEBERICE W T H [AIFRIC 4
FE DA FE % ¢ o 7o NETERR O FIE 0332 2 & D3RR S 40TV 5 (Liuet al. 2014),

AR O | 40 BE DA FE 2R o T U NETERL & AT 72 0 EEORUINE T RIE S 7
JREEIZ L > THIEI SN TWD Z E BRI EN TV D, ¥ HA XF XF type 2A protein
phosphatases (PP2A) @ B’ 7' .= k. TONNEAU2/FASS D /) > 7 % 7 EHT S HED
F BB CIIB 7 D IR DU NE T RIS L SEAT 72U NETERL O EIA 23 0.62 225 6.0 IZFE T
BN L Tz (Kirik et al. 2012), Z OFEFILT + A 7 7 X —VIHVEN A E 2 £ - 7= NETE
ROEIEZHEMEEDLHIINELEIND I EE2RBRT 5, BOETHFRTHL 7+ bt
VDRI FIRTIX, AT NE TR O ENE DN B AR LT (SN L T
(Lindeboom et al. 2013), 7+ ~ b r BN KD ¥ 7 FVITAE LR o - UNE TR A 5T
559 THD, 74 Fba U nbEDY T FIVIEIPPRRA T F AT 7 A= ST L L
AR & Ffo T UNE TR Z Sl L TV D D7 h LIL7ZR WV,

FERE2 A 7 U » ROWFIEN S, UNETZRBIEK F & L T GCP3-interacting protein 1
(GIP1) A3 i S5 A 4 C BAHfE X 472 (Janski et al. 2008), GIP1 1ZHFHEEIY O MOZARTIL & L TH
HMHNTWD, YA XFAFICBWTCGIPLIZy Fa—7 U VESKREMEERLETLS
Ao, BYRBREAT 2 IV INE TR SN A EARITIEIRBICREL TWD L) Th o7
(Nakamura et al. 2012), LS-MS/MS f##77> 5 GIP1 HAKICIE y Fa—T VU & 558TO

BSJ-Review 9:122 (2018)



YRR AT 9:123 (2018)

GCP BIETE L TWA Z L DD HALT- 73 NEDDI 3R S e o 12, BERRIRFo a4
DL -oTy Fa—T V) VEAEERBHIESN TS Z EE2RER LTS,

3. HEMilaRETOR/NEYIE & FERF

y Fa—T U EEERNDLIER SN LWUNEIL, X =2 2 o7 EDIRMEIC
TUWrEiv, v Fa2—7 U SEEENGIERET S, X = I XOIWEM: 2 FFD p60 47L7 o=
v by B X OBIEEACEME 2 HIE 42 p80 V2= v TR SN D, p60 7T 2= k
X ATPRAFIIIZ 6 BIRZ TR L. p60 V7 2= b DIHTR/NERNTHE A LIk INE & Ul
7% (Hartman et al. 1998), k4 7Z2BEFIA T J—=0 71280 v a A XF X0 p60 3 H
HERE S 4v, UNE DR L, B PEORIR R ROMAaEERE S W CEHE R &ZFH 2 H - T
WD I EMEHAE &L TV D (Bichet et al. 2001, Burk & Ye 2002, Uyttewaal et al. 2012), in vitro
FEMTIZ L0 >m A XF X p60 & U NEGIRITEMEZ K> Z & 23 F H ATV % (Stoppin-Mellet
etal. 2002), F7=, WHFX L NIV EERNTZTA TR A=V 7LD UNEGIREE
MAZvaA XFRAF p60 B LD p80 V7 = "NRRET D Z ERALMNIR > TN D
(Lindeboom et al. 2013, Nakamura et al. 2010, Zhang et al. 2013),

NEOEIWNX, v F2—7 U UBEEEN SIS T8 LWUINE O RS20 T <
ﬁmﬁﬁﬁibk%ﬁ?%t’é(mmm.w&:yﬁ:n%%ﬁ@%ﬁmﬁﬁwmﬁﬁf

S THEE IR T332\, RTERIBRERE 2 SN CUE, invitro AT 72 EvE 39E 2 5
Twéo*Oi\?:~7)/®ﬁﬁ%@%ﬁﬁ&:ywﬁiéEmmﬁofwéﬁ%bn
N, B = ORUINEEIRNEMEIZ T 2 —7 ) O C KOBEARITHESF L T % (McNally &
Vale 1993, Sharma et al. 2007),

A BEOMINE WINERIEN\DBTE ZREEOAEEFEMUNER
Fa—7 ) v OBIRGIENI I,
Y Umg L. Froodl, BT o / \
Ak, TEFb, RY T - e o
B LS S TED | weBnt

Y O NE RN EE T H 5 F
AR ERCERBEIC L - THIlE &

\
NCV D BIRR A b W S Q\~
TU 5 (Cai 2010, Fujita et al. —’ e \—’%E
JEME
2013), O RIF, &=

B #WNEDRE REBMNDREG WNEDYIER HRT S AR0MEE

p60 D38/ INE DGR E N 72 K c 73”’_\&’?{‘“ ’“%*f) "
1 1)
jﬁ;’i’wu?ﬁé LTU‘ZDﬁ‘% [/hfcil/\o v Y;cli 7;);]*5/&% PolyE
ML FENET
H3. invitro TH X =2 p60 R
. ORI $71=wk
N NEREEo I ERare @ eerTase
%~ L CFE Y (Diaz-Valencia et RS BT PBOLDIER
Iz & 251 BRI e &2
al. 2011), F£7=. invitro & BRI
;ﬂ]m@ < 0)1;’&&/]\%‘ 2 5‘5%# 4 %Mi 2. HNVERRRESIERDET IV
= e (A) SRS/ 251 B T AU, (B) STESRMIL T DR NE IR,
CHIEEZ T2 ERHE SN (O HNEGRET 15 = A KD EDES e LTl NESERMIE TR T 50D,
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TU % (de Forges et al. 2016), HEY OFREH/INEITMIBNZ T > 1 — S TE Y (Ledbetter
1963), —AROW/NENRZET HEE, el &b 1 ROMNEIXIEHT B2 615 (X
20), Z OB & > TA U 2 MUNE ORGSR ZE L E B Z = U PR L TV D Ons Ll
l,\

BB, PUINE IR~ D JRTERIEI A 7 > 7 L LT, & = OEA R AHIE D E 2
HILD, p60 V7= NMIMINEREETEZ O, p60 7 L= F DI TIIMINE DH
fBIZH BN, & ZAD, BUNERARREZ TR0 p80 7 2=y F &, p60 7 2=>
M D &L BIWHEMEDS 22V IR T INE I TR b 2 R E S D, ETo. AR
(2. ZEFEERAL CTOUIWHEITEA B 2> 72 (McNally et al. 2014), > 1A X+ XFI2i%, p80 ¥~
2=y hea— RT@ETIHN4DFEL, D 4 ODOBIE T DOERERARE R TIX,
IINE ZZFEFRNERCTE GERAL~ D p60 D JJTED H & 41727 > 7= (Wang et al. 2017), p60/p80 5
BRI & D NE O RIEIE N A CIAIRF SN TV D Z EnExbb, 5%
P8O0 - EH T & = A RDBRBEWNE BT, 209 HD—28 L IFEHEZEHWT
JRTEZH KL T\ D D0, FEMZ2BIRERENT & in vitro FEATIZ X W B 5202 LT < A BEA
0o,

T OB/ INE TIlE, < ORETMDPBEE SN DD, T X TORETNAL THIW A 8122
énébf?iﬁm T, v A XX F O Augmin B E R BUINE R ZBALNZ RTET 5
i « PUINE AL FEERL T Of INE IR A AU HIE T 5 2 L A STV D (Wang et
mzm&lm@m@ém@xﬁﬁum@%fﬁ B = DRFERAL~D Y 7 v— N %R
FELTWDLDOMN, BN, X = OUEIEMEZIEIT 5 D0, 5% O AEIFREIS NS,
—J7. WUNEREE Z R TH D SPIRAL2 1%, #/NE D~ A F AR E LIES 28
fild 2, TORR. GG & L TOREMBMOMFHZTFEG L TWNDL ZLRHESNTND
(Mmmmmﬂ2m&o;@i9 . WUNE DRFETNL O X = N L HUIWE, R & 2K
INERE G B N0 T DRSRE BRI RERIC I S v T D,

4. BREICKRELE-HBMNERRZEL

INETA A=V U TERCBRTF ALY S Z & THANIC L AM/NERIMZLD
3 T HRERE DFERNEH & 72 72 > T & 7= (Lindeboom et al. 2013), HEIZL v alEEZ a5
WNEBRLMZAETIE, HEAEZEER T + ba M 25 L TRUNE T B & 0 NE Ol
R REEINTWD, FEtEZTo7ch s EICZODORT v 7%k DH, —2BIX
BEG TANZAE A TEBEAF OBV INE OIEIZRE S LTy F2a—7 U U HEEERNDB X Z 40 f@ﬁ
FE A FF o ToHTHL OB INE DSBS Av, HEHF ISR 0 5500 NE A EHT 5, FRICER S
T A E % K5 o Te U INE T IBEAF OB MO0 INE & AR 2L AR L. TERGERAL D1 #

SZEVOIVEEEND, ZoBRIR. BUNE ORI A £ o TV INETERIC X o TR

S, E DR CWUNE T # = OIEVEIZ L > TUIMr &5, BIWNC L 0 BBk
SN T AR L & BDICRENL &2 A2 LUK S S 2107, 2 Ok i3
FERITH]ES M OB INE Z ¥R T 28Re & LT & . 20 RANICHD i~ 90 B, fUINVERD
M2 E D (HM3A), ¥ = BRIKZ TG, 2 Oy INERL M 22625 R
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IBWCTEETHD I EAURIBR I (X 3B), II4F, PR /LVE ORI X B R BRI
BFEORMEEARESNTND, T DOMISIEHF A ES THI & 23 D% UEIFH
MY FHENITIGNE LBl m 2 b & 13872 5 LB 2 515 (Sambade et al. 2012,
Vineyard et al. 2013), L722L7223 5, 2406 OELAIZEIIZIU T HUNE T AL & BT o il i

A BT A
0 BNEREAE
B l
VeV . _ _
¥
L -
_,’(
B
ZA4brOEY
B

yFa1—TU U EEERICES
NAYAS NS R A

REBMUCDHZ= LD
W INEYIRE MR

DR INERSERF?

3. FakichE LM MVERRZE(L

(A) BEZR O NER R ERZEMU COMNETIRIC S ML RDOMNEZBIRT 5T LT
AR S RNDHNERRZZLE S, (B) REM/NEERELEFEBIICLDIEM,

MNEBELEEZH S TWD00E LI,

5. BHVIZ

W INE TR & U INEEIWT Dy A T = A LZIER L, Sl OfuINEBLHRZ L OWFFEIZ D0
TELEOTET, ATEDOEBII SNITEATETWDD, LOLRE L, MUNE ORLW
ZALHIE SRR C @D, RIS U TR DT A D= AL EH D00, %< OEE
IRRENRIZER SN EE TH D, B2, YR IVE > ORINLBEBRITRIC X 0 uhg
BCEZENEIEEZ SN D 2 EDNA STV S (Shibaoka 1994), Z 4 & O/ NEEL A2l %

EICT 2B 0 T A D= X BEIREFA LD E oo TR, 72, UINE OBLHZ LA
fiRH DR P E ClE e < SERMERSICH G LTS Z ENH LN E o Tz, BUNE DELAIZE
EREDEIITEZD, EBHEICWHDPICEHFG L TODERNEINANLOMETH 5,

FIEWUNE T THIRENBNCEI T SN D X IZRIEL TS, Ll b, E0FEREIT
RIZKRIEH CTH 5 (Giddings & Staehelin 1988, Wasteneys & Ambrose 2009), vy F=—7 VU 4
BRIZ K DWUNETCRSS I 2 = K A YN & 0 A S e F O INE 77 AsIXE S
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(SRR G SN D L& 2 DD, UNE &I O AAEH OFEMIIARTE R S 40T
IR0 BUNE S ED LD ITIR D BB REIE R & AR AR 5 23U INE 7T A SRR
- (microtubule plus-end-tracking proteins; +TIPS)IZHK D & Z AKX\, U/INETECUIRTIC
LVEHEND 7T AU Z R BATIPs 23 ED X SN TV D& fET 5 Z & B vIVgE
Bl Z b2 B3 5 L CABEEE 25,

PNE T RSP NE BT B0 D &R STV BTV NERE Y X7 - H < o)y
WE SN TETWD, T, BUNE~ A T RUaEORGEEIR A~ [E 12 BE 5 2 73 X EE mitotic
spindle disanchored 1 (MSD1) ARE 1 73 1 A X F X FRUNEFFES 37 E & U TCHEES
. BEBUNEICRET S Z LR ENT (Hamada et al. 2013) . = 0 MSD1 & Bz it
L 7o NERE M ZEHIENC B 2 ATREE o D, ZAUOFHLOGIEIR LB X b d #
7 B ROBEA DO+TIPs D IRFRIZZ B 22 il EAS 2 B~ 5 72 1T, EENR T A4 7L A 2
—Vr Tkt arta—4 v Ial—ra Y OMBEDERNLEL D, £i2, invitro D
IEAT 22 in vivo \Z B W TR ZERIAINC Z v R 7 B A RIEMAL TE 5 X 9 it oo B
RSN D,
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IS — & DT NIRRT DR (32 2 EM TR ON 285 TH v, TRREBTEESCATH
BRIV AEDOEEZ B2 LT 2D, RS, ol KRB OER, M OmE - BE -
(AR - R IRZ 0%, BARBIED S 5K 21T 9, b ORI, ZICHINEST 7 F
VHHE & WD o TR BRI Ko TEITSN TV DD, Z ORIEBEREIC OV TIERTE AR 83 %
W, FLEEDHIEN S, BREAEWITIA S BRFE STV D NIMA B S —+  (NIMA-related kinase,
NEK) 7%, Vg Z2Jr L CTHEMila o R G m 2 i+ 25 2 L AR BN o 7o, B EE O
NEK [F:ICHIfa 2 R4 HIAE L T 223, i CITELOifE T NEK BSHRPERR D A T = X K12
FHIIAENTFIREMED B D, AFR TIE, HEHIILO MR &0 I 5 ITHI STV D 2NM2D
W, NEK IS K DU NERIBNCAE B L CTRFL L 720,

1. BEREREMNE

Hfe O plc B ABME O FIENE, BEEZ - R A DT, EMOALF L TRRERIEHRICRAI R TH Y, Ml
HERR Ry DFFRAL &V ) MR 2RI 2 NEL LTV 5, BRSO RIRE O MR, B 0250
PRI DR TR B, UNET 7 F U HRHEDS IR O RRMEF A OB e B A R LT D 2
EMH B M5 TE 72 (Siegrist, & Doe 2007), p&ERETIX, DRI L > TEASNZH LN
AIARNEA R L, MR VMRS HERF S LD, 2 O1FElE, New End Take Off (NETO) & FET
NDHVAT AL > THIE SN TE Y, G2 %I Polo ¥ —FIZ2 X Y NETO BNEMH b &b &,
Tealp 72 & ORMEZAK F 2381 UG IZUNE 2 U 7 b— b L, W00 INE DS e R R 7
RS ED LN EDT 4 — RNy 72X W BIERER S LD,

T DAL T i, ROP GTPase <° BASL 7 & ORI & o /3 7 B ASHIRE O FANZ &
Tt L, MR R oo L, MBaRER AL, W RIEDF M AT 2 2 LRI LNI o TE

(Dettmer & Friml 2011, Oda 2018), FRfiZ, A —F > Ofifast~DHeH %217 9 PIN & > /37 H %
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MO AANZREL, A —F otz gl S 24, ZORmR T, MidiNod—F
OERER L MR (PIN OJFEL) OMICIED 7 4 — Ry 7 3M# <, PIN # 37 B D e
X, MilafE s =2 R — 2ROV YA 7 U 7T 7 F ARG S XV il S5,
PIN &3UNEDRICIZEENZ2BEEIIRNEEZE X DN DD, PIN & U 37 BTN R ET 55
FMIZRTE L, REBUNEIIRES M EBEICEMT 20T, ENBRL EBEWVCER LRV K
INJRHTEL TS (Heisleretal. 2010), LA ED Z LB X0 8 L IlRE R O AAER D E
2 EDRIBEND N, WM OMIETERIC O W TIEEB 500 TR &, Wik &
HIMR R 2B A D =X Db D> T RWOREIRTH 5,

T DIGRET AL TITHIRAS BB L7227, il 2 OFIFA E DI En< bW ET 271
RV, WEREOELIHIE S D, MiaoEHRAL, JEBRE (diffuse growth) & SENkRRE:

(tip growth) D 2 DIZ KBS N5, LBk R TIIAIBRE OSAMONS 23, SR T3t
D—FBERADPER S L, £ 2HZEH L TR T, EHRRIXIZE R TOMB TR 55 5,
IR RN E IR E - AR, 2 7 ORI 7L & HRAIIR DAV 7o IR 23TV, B T
AEbolc7 4T A MROBEBEFRESE DL, —7H, IEBEE & W o THMAESHE LTl
KB LIFIFEAERL, MO L > TREENE D 720, FatEod 5l ENAIEET
HY, DN T A T—L0R—7 A Mifa7e & TIFIERALEIC L 0 FE e MiaEER A4 U 5,

FEABRR OB R D7 i, MARBENRNC RET 2 REMNE D —E O MICIESZ & TRE ST
% (K1, 2), 2L, MK Lo v e —AEHBEENRBEHNEDO L—1L O EE2BE)L 72 M
O — AIHEZ BT 2 720, MIREED L b — A MEEHE N U INE & TR & IZBECH L,
EHMEIRET 270 E2 5N TS, £z, FEMINE B ENIR A% RET 57208 &
LCHfET D B2 N5, Lok E TIiL, EJFm & BAIHINE & Lo — 2 il
DELE L, 728 & L COMBELZHAE LTV, £70, MlRofEEkic X 2R &OEWITNE &
b v — ZERAE 0 B ] < Rl ki '
O EMEDEVNC L VB Tx 5,
—J7, JelpkE T, MUNE DR
Fa & AT S L < IR IcE A L,

1] 10

ST MUINE DT T RSN E F SR RS R BEE: FAOHIBE
S T2 MUNEF (microtubule foci) 23 AT BNE

. . it LY DEJ| —
Ekans (X2), JeummkE i, ¥ —]
WONE DR 28 L CHSRET B DT ﬁ') : g
A7 <, MUNEROM L poEE L \@gf M@m ==

(]3P R DAEM

CEOREFMRRESL EEZD EBBUING

5 GELLIE 5 DiimpkE D& 1. UNE (FRfR) [THIESH - BROAMZTHRET 5
varEBR),

BSJ-Review 9:131 (2018)



YRR AT 9:132 (2018)

EZAT, Pk z bz

HEMIRRIZ BN T, UNER E — NG Q S e

T— XE®INE —/— e

DEIICEINTLDEAS D . HH  B&R TR S E——

LR R 1 > > :

N2 ZIVETOMENS, Wb o = .
B TR 203 AR AT BT AR LA Y -

BRABLEELERR
M35 &T, —EDIHFREICE

M35 & v o 3 OMkbET
BB SN TWS (Rieiisk
OFfH 2018 BSJ-Review 9C2) ,
Fl,yv-Fa—7 ) VEEKRS 2. MR E SRR BUNEDERODEWNIIEFER.
HE=, TR UEITILDE

L T2k % 720 INEATRE 2 2 X 7 I 1 % il A% 23 B & 72272 > Tk 72 (Hashimoto 2015, AN
AAE DO H 2018 BSJ-Review 9C6, 144 AR &/INH 2018 BSJ-Review 9CS5, H14F & /AR 2018 BSJ-
Review 9C3), LLFClE, 2 NIMA BI# % —+ (NIMA-related kinase, NEK) (27 H L, #UNE
& R O RS L DWW R T 5,

Bulge L TEIRR— L
RHMAEE DB — —— )« RINER
—

SUF LR E RERAREFFFTEER

2. NIMABEEXF+—E (NEK) &1

NIMA B F—V 3, BEEAMIILSRIFESN TN D Ser/Thr RO X2 7 X T —ETH
%o BEEMMINE O NEK (33 IZHIfE 53 R 4 fil4#H L T3 Y, cyclin-dependent kinase (CDK) , Polo-
like kinase (PLK) , aurora kinase & 3£{Z mitotic kinase Z 4% L T\ % (O’Connell et al. 2003, Fry et
al. 2012), NEK 13%4REE Aspergillus nidulans (235 F 5 IR RS MEZE BLAK never in mitosis A (nimA)
DIFRKELE T & L THID TRE S 472 (Osmani et al. 1988) , nimA 78 BAK % BRI E SR CEF
T 5 &, MIaEHS M BIERT (G2 #) TEILT S, W2, nimd BoF 2 mEIFHEET 5 & M i~
DBRAITNHFE I ND, HE- T, NimA kinase (3R E O G2/M BATIZ %+ 72 mitotic kinase T
H Y, MIAEIETICHNAERIKF Th D, € D%, nimd DALY v 7L UTHREERE finl, HEFEE
kin3 BARF D3R STz, KR find, nimA OfFHTH> 6, NEK 75 M Wi~DO#AT, YL,
PEATE AL, I 524 M 175 OB (mitoticexit) & \W\\o 7= ZHEMISHEEEZ RI-LTnbH 2 &
NSV N b L

BUDRIRNZ &2, SRRE &3 2 0, Sy REFRCHIIFRERED NEK (38 I TIC A1 Tl
72, BRIKTBOUIZ RSN Lk, B RRAUT & - T NEK OXLEM RS Z
ENRBEN TS, B NEK B FEv v 7 vat—Thbon, 1F&A L0 T
(THED NEK Bis T2 Ri-> TRV, BIEL SR - sifbEshTns LB 615 (8D NEK
EEELDEZ varwsR), K1, 77 I REFTASLT T AT FHEE - SR A R o H
W) TlE NEK B F03% <, 2L L TWAZ ENFMBIL TS (Parker et al. 2007, Takatani et
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al. 2015a)

NEK OSBEFRNTIZ, ol L7-FEEEC e M &2 hhod & L= Eiiiin CHFSEA A 72 (Fry etal. 2012) ,
B h T 11 D NEK Efn (NEKI-NEK11) 23F7E L, NEK2, 6, 7, 9 IS EARTERIC LB Th
»,NEKI, 10,11 [T DNAEEFT = v 7 KA MR THRE L TW5, NEK2 (TER S 7zl
Z#AE LT\ D coiled-coil # /37 B %a U ERL L, OMED S BER 5] & 2 Z 37, NEK9 % NEK6,
7 %20 UL L TIEMAL L, EgsS ¥R y-Fa—T VU L EAEEKEZ Y 74— 3% NEDDI
(GCP-WD) DV UEfb &It U CRSERTE R ARt 5, 2D X 91T NEK I, MUNEZ e L
To AR SR 72 & L BB EE L THEL TV D LB X B D,

HERG S A oAz, FIENZ 1T 2 - EAHI9 5 NEK 28 A I & T D (Quarmby &
Mabhjoub 2005), 7 7 X REF A (Chlamydomonas reinhardtii) 1% 2 RKO¥FEIZ LV WEpk3 5 HifH
Rl DfE#EE T, MR ORCHEEZ T 2EN-ET VEMTH D (HERIZ OV TIARDIED
EAT 2018 BST review 9C8 2% M), 7 7 2 RET ADMRIL, Hx 2L 2RI HI & B O, T
WIS CCUIl - BrEansd (HiE), ZhE CICBEENE 2 5 nERIKSZHHEES N T
BV, ZOND fal,fa2 (flagellar autotomy) 72 FAKTIX Ca? K AFHI 2T/ NECIRHIZ KRB H Y, Hi
FEOUREUIW9 5 Z ENTE 72\ (Finstetal. 1998), FA2 (X NEK %#=2— KL CHE Y, Fa2p ¥ >
R BRSSO UIEHAL (A7) IS(FEL, MR 25 & E 29 &5 2 545 (Mahjoub et
al.2002), & 9 —>D 7 7 I KEFANEK TH 5 Cnk2p ITHFEOHR I Ky MRICEFEL,
FEOMEZIHIT 2 (Bradley & Quarmby 2005), Fa2p & Cnk2p (FU 3 4 & MifaE i O 1T 2
EL TR, MlaEe ) 7 LEBEREZITO & B2 b0, £72, BHEEYO NEKI, 8 b
MEDTEK - FEREZHIFI L TRV, TOLRITMEBRFICLORE WEH) ©O1-oTHLEHR
EFENIR (polycystic kidney disease, PKD) DJFK &% 2 5315  (Quarmby & Mahjoub 2005), fiE >
T, NEK [ IUNE Z ik & U TROHEE - B2 HI L T\ D, UL, NEK 28l B0 R o
RS2 ED XS ITHIE L TW2 00, ZDOEMEEOEMIIAHOEETH D,

3. 2O4 X+ X+ NINABEEXF—+ 6 IC & S Hllam R G

FLEENL, WO EHIERE 2 B 50T 5720, v aA XX ) ibol ZERARZ HHELT-,
ibol (nek6) ZZHAKTIX, KEMIEARE R EZITV, 22EZET 5 (X 3, Motose et al. 2008,
Sakai et al. 2008) , ibol ZFARD JFNE(E T-1% NIMA BIE#E X5 —8 6 (NEK6) TH U, NEK6 DFEHE
SRR LT io, NEK6 13/ NE EIZRE L, FH—BiEE2 0 L ClilaofmE 7 m 2 g3 5,
Z D% OEMNT D5, NEK6 1L NEK4, 5 EAHA/EN L CHRET 2 2 &, MuNEEZN T 52F 2 —7
Vozal UBibL, NEERZENT D Z ENRBR I (Motose et al. 2011),

BT DORFGEH 6, NEK6 (2 K > T ED K 5 IZHUNE R S, MEFMRIRESILD D0, %
DFEAMD 2T 78 > T & 72 (Takatanietal. 2017), B R KB Z 7R T nek6-1 ZRARTIL, I
il R ORI BN TIEEDERL S, IR TR oM CIXMEA Ml ST, ok
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226, NEK6 |22 TE RO
il (FH e R oms) &
fafh B OMREEE VD 200
REZ > Z L RN boroT,
nek6-1 72 SEAK DN B fig
i LfrL7z & 25,
HERELAE 2> & AN AL C e it - 28

ﬂiﬂi nek6 ﬁif*

g D/ NEBIERL T V Kinase domain F:EST mot',if Coiled'c,OiI

7= (K4 A), BAEKICBWT NEK6 _ [ nf I1 lfl ] 956 aa

b, M ES LTV S ibo1-1 (E177R) ibo1-2 (N660stop)  ibo1-3 (P916T)
s —/hE =

KB MU NE T, e B3.004 XF XS neko REETIRIBUNENETES, Hifg
N NEELGARICHET S.

MOHLFEEL TSELELLER

B L (lateral movement & FE5Y) | ITEEOMUNE CEICHE & L CTUNERBE O FRRICE 535 &

E 2515 (Ambrose & Wasteneys 2008), nek6-1 28 FLAR T, H/INE ASHIARNE D & 340 5 BEJE

TIEH TH D0, HANZBNENPLES IR O RMER S, & &Rt 260 o,

F72,NEK6 2 RIFBL 2 &, REWUNED B U CRUmANELL, MR 2 mfl Sz, 1€
2T, NEK6 DIEMESCREBLED N T ANHEICHIE S5 2 &, NEK6 3MlVNE 2 il i G35 2
EAURME S N7z, RIZ, NEK6-GFP & /Mg~ — % — mCherry-TUB6 Z 8195 2 E 7 ~L#k &
B L, BUVE 1T NEK6 OB ZfFHT L 7=, T D, NEK6 (319~ 2 H0IVE RimlZ JR7E S
HZENbhrols (M4B), £, BT HM/NERREST HBEOARMICHEL TWe, Bk
D Z &5, NEK6 I THIIEIED BRIV TEE LI MUNE 25 L, Wik & 2 fifa iR % aT e
LTS B2 b5,

NEK6 D74y 1%
A 57z
», NEK6 |2 X -
TU rmgfbEn
LHB-Fa—T Vv
DT X EEREKE
Z 5 OlFE L7z

(X 5, Takatani et
al. 2017), ZH b o NEK6 — B/NE

DT I )EEY 4. A nek6 ZERIFRICETAREBH/NEDHRE FETERTLEBNEDL
N, B LA SEE. B. #uNELIZHE TS NEK6 DEJEE. NEK6 [XU/NE
NG T - g A

B4 DRIERIE - BET 5.

77 =, KX
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Vot v 7 L RDT ANRTF
. NEK6AS!) >
BICERT DL, FamT ) L OMINE  aonBIS

~DOEENE LT, ¥lZ, Thr-166 %V B-Fa—TUr
S95

YRRIEENRNT T = ICEBRT D & N
a7 ) DR~ OEANIE  ss-aME
WZRESND Z LD, 207 2 Bk
BEoU VBRIENEETHY, BUNEDOAR
ZEICEET A EZEx b, LAEX
D, NEK6 |ZB-FT =—7 U L DFFEDT |
LRI E Y VB L CHES S, ¥y
BRMUNE R RE LTRSS E S L a-Fa—IYz
Ezonsd (@6, Fa—7V oy BEB5.NEK6 IT&Y ) UEEENEB-Fa—TUY
- D7 3/ EEE
feib « B OFEMIZ OV TIEERD
BOX1 =% ),

4. NEK6 ERU/NEDBRIGEZMFL, MlaLFEOREEZHMASES
nek6 ZEARTIL, KEFIIIZZEE D TER S DM, ROy e dh U ChlkiR ¥ 5 KB 2 7R
3 (Motose et al. 2012), F7=, BFAKKTITEIR L LIS 305 DY, nek6 28 AR CTIIpk
Tl TR ELIL TV, 240 b Offifld~#ifk - #FE L~V TOMEKERFIX, 77522 DlF
CAB=ZALZESTHELDDEA I D, b LE D ThHiUE, NEK OF7- e HIe, UINE O
Bl HEE I C DWW CEE R E U hERDDE LR,

T OIZRETER T, i 4 OMIAORE M L, FE 2k L L Tifillo & B Ebh
LB D, t B DR T 2 DITE, ZOREIITRADNIEET L, RIIORI LML,
faLam B O L ERITKMFEL TR, 4
WIS 0 RS H IO Ty s s ﬁiﬁgmﬁ

a e
g2, T OB L 5 8B 5 A% P
\

N

INEDELIE L, & E 2R S E 2 Offig 7]

H— :
PN LCHE - ST 5 LT, BiEak  CRE \ i 1

e NEK6

DIZRENHH S D Z E RGN - T NEK6%L
(nek6 ZE{K)

%
Kz (A =1V 7 4 — K73y 75, Hamant E%!
$

et al. 2008, Uyttewaal et al. 2012, Louveaux et al.

2016, Hervieux et al. 2016,2017), ~ i E TO g:gggiﬁ

WRAECIR A T T RAVVE LTS f6. NEKG IS & Y ROBHUMENBRE S h TE
FPofety s Foc ko o Il SlREROGTALSFESND.
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bh, ZEREE LT LIEEEERNPEBLIND B2 LN TE R, 2Tz TR
BRAMT T FNEtpoTND (RA=HNTTFI) EWBERIBTL2OoH 5,

WUNE 2 GIWrd 5 1 & =%, BUNERIREAFICEN T 5 DICHETH Y, 57 = ERE
TIXRINNEDMET U Co 2k 2 e A4 "3 (Uyttewaal et al. 2012), > C, B ¥ =V
MATI=TINT 4 — KXy 7 D key regulator ThHD EBEZ HNDHD, TNLSND AT =TT 4
— RN 7 OFIEBRES 7 T & A Ebho TR, BLEIY, v A X XF NEK6 23
AR=TINT 4 — Ry 7 gL, Hx O E 2K E £ SRR SELD TRV
EEZ, RO EIT- 1=,

nek6 22 FARTIZRF MMM RIC KV ZZENTER SN DD, T - T, LB e
[FLO PR ORUNE TR S Tz, T OSH Z2MUNEBLRIE, MIC AR S D EITINE L TR
EENTo, 1> T nek6 ZEERMAETIL, MIBIOTZIZIR > 7o RETHI 72 - U NE D3\ RN GE L, [F
L PR DR WU INE BTERR ST W EAVRENTZ, T ORFE MU NERLR 2, a2 %
REL, ZAPEIZFEOH EOBM/NERMZRLT 5 L9, IBNEZI LIBREREHUNE D 7 ¢
— Ry 7RV EEER A EEZ T2 BT LN R o T,

WITEE DR Z T AT LT, nek6 Z8 5SRO IREH I Il L2223 bR L, Z oo Jaidf
(TR D ARTIC LV B IR STz, - T, nek6 ZRIKITHE LV THE AT =TIV A
ML TR L TRBENISE T 5 B2 bhvic, £2C, REGMaZ —HRE L, BRESA 2D
PHTe L S ICIRN ERESE, MUNEDINEE TR Lz, ZORE, nek6 ZERIKOWNE LIRS
WRNIEET D Z LR BN R o T, B, BANSEIMET LIz F = ERAKIZ nek6 28 5K
EHT ALY TC2ELREREERLIZE A, WX =V ERKORBANEIE Lz, LLEXD,
NEK6 13, M08 E OATih - THRAET D RFTHIZRIEIINTKR LT, MUNE S BRI ISZE L
XOMfIL, FEEEROMREREZHHIE S EE X 515 (Takatani et al. in prep.) .

5. €7 NIMBEEXF—ERREBOHEARAZHET S

2RI R EREY OEL ORI 43l U, fLER 7 2 42 FF L T\ % (Shimamura 2016,
Bowman et al. 2017), fE#)OFHAMEIZIIT S NEK OFEEEZ B 02T 5720, E=a47 L b X
YU T NEK 8ia 12 Bl L, £ MpNEKI, PpNEK] & 44517 7=, # 1Y Tk
3~ 1 5D NEK BI& TN FET DN, 2D 0O a7 flil) Tk NEK BI5 172 12721 ¢, NEK
DIRIRH 72 HRE R CE 5 LB b D,

B = 7 TR & MEEN 2 R 8 E DS 2 X3l L7203 HHIEIZ VR » TRl 375 23, Hif i
BE 2 BRI (REMD) (IR AR D (K 7). ARMARIE, A& BMia 5
SR LT 7 4 7 A v MRICHE L7Cfla T, K080 0N, THE~DEEZIT>Tn5D
(K 7), B=27 TIEIBIGR & ARURIR &\ 9 2 FEHOURDER S D, IR ARIZ A
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faCod v, FIED D BFHRICHOT, tH~ oS
&Ky - B OWIL AT 5 o AR ITRARA 72 2 K
BEEJE 2 FEO3E M TH 0, Z O KESITFERIAKIC
BoTHEL, (URREEHRT 2, E7z, EHEL O
DWNERIZ XA BAAR D 6 72 DR KK S 4, 7K
R0FR Sy DL, KT OBENC T ST 5,

Y= M NEK BB T 1 2721 a—F B8 _y
SNTWD (B=I7 D54 Marchantia polymorpha 7. ‘l’f S iEYIR. 2 Eﬁg;
24417 MpNEK] L WE5), MpNEKI ORSREZ B & §§§£é§§§t§£;§;&§
NZT D78, FARFAER 212 X D Mpnek] A% ERAEOEAD S FBRIBABEIK
JRHI LT, Mpnekl BESERRCIE, URMIBOE i P OHLTUS.

WEFEIZ720, DUV IRLLHARDOIRELZ R LT (X8, Otani et al. 2018), Mpnekl fEEREIC
MpNEK 1-Citrine Z & A% & KBRS MEIE L,
FARS—E DTN R LTz, Z ORI
C MpNEK 1-Citrine D RTEZ B L= & 2 A,
MpNEK 1-Citrine |3c8u R 217> TV A RIR
FESERIC RTE L, JERDROMRMER D 8 5 — L %
RL7Z (K9), F7-, MpNEKI (XAt
R DM NVE FICREL TV (K9), Bk
RN Z L1, UNE ORI RBRDIRI RTE
9% MpNEKI1 M2 S 41, Z OFRIAFE R
ARV IEL T\, BEDZ L,

MpNEK 1 [ AR SEsmHB O MU NEIZRTEL, K

WROMET M ZHIET L LB BN, E \ ol

W23 572, BAERK L Mpnekl
RSERR O NE R & 2 Bl L
7o BFAERROUARSEHRES T,
WU INE RS <, MIE LS
WHEL7-F 2 —7 V) VOREL
mv, —7, FEEECIENE —
WAL HLLTEY, fmgo 9. MpNEKI DRBEHBA~ADOBE. H & B : MpNEKI-
Bl o7 ) e, T Citrine, ¥ €% : fuME (HHAK) cBFRE BRIN)

D LI, FHRSEBICB W TR NE R ARZER L TS L, Fa—T Y OEE - BEGD
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A e A I N= A VR N

hvd i >

EAREL TG, —7, £ Fe i &8 (R ist)
Mpnekl EER ClI3d b L 72 e ———
L " AR =— MpNEK1
PN MR e il & Cr 4Hpa — BU8HE
CTH Y, MG ObHEEF = — NG D

o Rolhe RRMARE
2—7 VU VBEIIETLT 1| BARRIL BIRA ?
W= (X8), -, R S DS -1

MpNEK | [3{RARIEHEERICE B 1 0. (RIBMID EHRENETIL
I MpNEKI #2108 () FaimEEET-oTLWSTEmEBIZHREL,
W INE B R E(R L, BING (B) ZRFMHICEREL, ZTOBEEHMTS. ChIZEYR
WONE DB S — A EEAREI - #ESh, REEEAE-T CRET D, — K, MINER
) i CRESDREIIZEY, %IA~D MpNEKI BEME S, BESANE
TATERELTND LS wmpanzrEzong (MpNEK] EBUNE - READ T 4 — KXy

z6n% (®10), 7).

W/NE DREREZ B ST 572, UNELERIOZR ARG Lz, MUNEREFI O 2 % Y
—VERINT 5 &, RBOMEHFMBREIT/D, I o TRl 23 o T A B - X9 e
WA S iz, MNVEBESHIO7 v Y I RERNT 5 &, RERICHT - 72 AR AL S
=0, HEBEROIMESHEE TH Y, B LIZEIRL oz, #- T, fNEOES - IiE
B (EoTES) L oI A I An, RO ESmEREL, ZELTHEZZ2 6D (K
10),

v A XF AT nek6 ERIRIZBWNTE =24 MpNEKI Z#RBLEIE D5 L, nek6 BERARDMES
MR ENEIE Lz, B2, uA XF XF NEK6 & [FEEIC, ¥ ==% MpNEKI I in vitro Tp-F
22—V rEYVERE LT, 2B DZ LD, NEK IZ X 2 HET BHEEE LA R E ST
B, ¥ Ok Y OR A TH DB OERICKLETH -T2 E 2 H15 (Otani et al. 2018),

6. NEK &7 /l~<=yul) '— %X ARK DHEEER

A XFAFONEK6 (Z7 /vy u B — MlIx I (Armadillo-repeat kinesin, ARK) &
FIEAER L CHERET 2 2 L AVURIE S U7- (Sakaietal. 2008), ¥ NI/ INVE L2 BEIT5E—
B — 2 R ET, RO SRR, HUNEREOSIE, R, AR T OBER Sl
54 %, ARK IZEMBEE DX R T, 7A=Y U BE— K AL L WH & o7 B EAE
FICBE D DR 72l &2 F5o, v aA XFXFD57 ) AZiL 320 ARK #Efnv (ARK1-3) 28
FET 5. ARKI 1IMEDOEHREICHLETH Y, RENF T 52 REDJRKEE T
ELTCRHENTZ (Jones et al. 2006, Sakai et al. 2008), ARK2 [FARD £ J5 O HIEIC B 53 5

(Sakai et al. 2008) , ARK3 IZRTHIRTH/NERIZRIE L, LRI ZIERNT 5 A ) AT FA FD
XN MLETH S (Lauetal. 2014), ZILE TOWFEN D, ARKI BHRBIZE W TH/NE D
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HESERE AT 5 2 LR S NT2, ark]l ZZRAKTIE, HRBO PRI U 7o o Vg
WEET 5, £72, ARKLITIH/NEOMERBIZRELTBY, NMEO 2 2 ha 7 (lEMD
BHE~DEI Y B 2) ZEETHLEEZ BN 5 (Eng & Wasteneys 2014) . arkl 78 BARTIE/INE O
B # A ha 7 EWUNE O RIEE OB AME T T 223, Ziud, BUNE OBES 236 S 7o
R, HEGTREREMT = —7 U CORENBDT 5720 Th L LIRS 1172 (Eng & Wasteneys
2014), ©F U, ARKI1 134 % 2 b a7 28 L ClREEF =2 — 7 U &G L, #uNE R 2 (et
THREN DD EBZEZHND,

ARKV I NWE 7 AERIERE2 1~ A 7Y » RIEIZEBWTNEK6 EAHAAEHT 2 Z L3RS T
WA, FIN TOMAEAERSSZ OBREIZ > > TRV (Sakai et al. 2008), L X& Z &2,
NEK6 & O BAEHICHE 2T Vv~ r ) B — F & K& L7 ARKIAARM [N CIEH I
BEL TR, MNEOMERMTIZRTEL T ark]l ZRKORIUZFHTE S (Eng et al. 2017),
F 72, nek6 ZEEARITIUNT, ARKI IFBUNEIZJRIE L CIERICHEEE U, arkl ark2 ark3 3 BRZSBAKIC
BWTH NEK6 I/ NEICRTELZ, TRHDZ &g, vaA XX THWIR, FFICRE T
ARK1 & NEK6 [3ZMSZIZHEBET 5 & B 2 Hiud (Engetal. 2017),

—Ji, =347 TIZ ARK & NEK ZHEREMICHAER L T\WD Z & 2R RN/ 5T
B, rA XFAFTITEMOBE THEEEN KON T LE 27O b LRV, £z, ¥
1A XFXFDARK & NEK (FBE 77 IV —%2Fl L TH Y, ZOM AR X 0 EkEe T
BEMELEX OND, %L, a7l E v uA X7 X FITE T DT & iic Lo, HEE
H72 BRI BN e D Z L IR S D,

LRI, B A Y T3 I OFCRKRTASGAIIL T, 22% ISy INE RAFRIZ e 7 M1
BEIT 50, ZOBEOBEHIC ARK NLETHDH Z LRI (Mikietal. 2015), EERIZ, B A
YU BRI ARK (FUNE DT A F AT 5 ¥R =X —EERH D, T X
WEEBEISED EEXObND, vaA X T A8 =370 ARK b7 E Ok 2/ L T
PERCRAZ B D FIREMED & 5

7. NEK OHifafE RSN OBERE

FREOMFED S, fE) NEK OFERBEREITHOME T mEl#E o s Z Lnmahiz, —JF
T, NEK 2SHasgi-can B R, BREINE 2 EA KT 5 2 LRl shTnd, ¥r¥a vy
® NEK T2 AmnimA O mRNA L2 TE73 ZAROAEH 70 SRk O 2 TR B m W3, Ml
JAI DR E ORI THRILL TWLOTIE R, REMELBAEL TV Z LRI h

(Zhang et al. 1996), ~~ k NEK @ SPAK (FAE/FEREA T 5 SP # > /32 (vuA XF AT
TERRHIEIR 7 TFL1 ALY v J) R0 14-3-3 2 2 /%7 M HEAER T 5 (Pnueli etal. 2001) , AmnimA
L [RIARIZ SPAK @ mRNA % il i 8 HIFE IR RO 0 ZH RO 2, MER TR CTHBL L Tz, SPAK
DT F e AGHAWFIEH T D LAEFREN R IZ2R0, RIENMEL 22D (Pnuelietal. 2001),
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INHDZ EMNG SPAK 1FY 2 — ML - REOEKICHET HLEZ 2615,

RN7Z PNekl 1% 14-3-3 Z 37 LT 2K F & LTRE Sz, PNekl mRNA |3 EFEod
AmnimA <> SPAK & #72 0, G1/S BATH, G2 2>5H M BT/ THBLT % (Cloutier et al. 2005),
A XF AT PNekl ZiBRIFEHT 5 L kxR RERE 2 L1032 &0 n, MlashE s &E
TERICBE D2 Z ENRBE ST, ¥R A XFTAFIZEBWT PNekl D7 0E—H —{EWELZH~D
&L HEE AR CRBNE L, S0 HTH OARE CIRERSEINT 2 Z &b, HEE RO
FEIZB D 2 EDVRIE S 72 (Vigneault et al. 2007)

A XF AF AINEK2 @O T-DNA i AZEIRD 1 DITE R Z REIZFROMEEI G L NN
END, RESETHD EEZBD (Agueci et al. 2011), AINEK2 ¢ RNAi £k TIEakE 23 AE L,
PERESCTERR I B S 4L, BEOMBRHARE « AR > DHBRO RIEZ/RT Z &5, AINEK2 23477
EREICMETHD Z PRI, L EDOIFFETIX, NEK & & 2 oxs & OF BAERH %4l
PHRIIAN TR T2 2 &, MREIREC ) v 7 X0 URROfENT S A A 2T, BRARSZ OB itk
(2 R DFERIZR AT D3 T2 STV R Wi EORTED Y B 2 723, FED NEK NIEREERICED D & &
A BB, YuAXF XSO NEK b 25l E R CHRBL END, £ 6 OFfE T oMEE
T hoTELT, SHROBETH D,

A RT AT nek6 2L AR, NEK6 W FRITESURDIENT 7D, NEK6 XA b L ARERT 72V
FRIGBICE 5925 2 E VRIS 47z (Lee et al. 2010, Zhang et al. 2011), X5 OWFZETIL, A RIK
LIBFIFEBURDORB PN 2> TR Y, BRI PLETH D, # A X GmNEK [FA F L AT
R U CHRBLN NN L, GmNEK OBRIFEBUZ L 0 BB T RENE L, #HORESCA b LA
PERNBER T2 (Panetal. 2017), F7=, A 3D OsNEK6 (%, #A b L RAISEZ MG 2 E3 U A
—E OsDIS1 IZL Y a7 7T V—MEFICofRS 1% (Ningetal. 2011), Fx OBFE TIE, nek6
BERKDA N VAISE - 77V U BISEORBIIIMBI TH Y, =F L HEREEF - A 7
U VBT ORBLE G B & I U CENRA LIV, LD L, nek6 28 SLR CIIFF I 728 R
FORBIEENRSND Z &, nek ZEEBKTIZA b L AMERLRLIETT5 2 L2 b, BEIS
BEOEBERFTIERWDN, ZNEM OO THR— M H2WENHL B2 N5 (K, &
B, GRS GasCEEH) . BRx e X R LRITSE LT, REMBINEORMZLCMES - HEA
MEZDZERMBNTEY, ZhbORUNEDINEIZ NEK 35T 5 RS & 5,

LA, vaA X T RAFHAERICT TP UBERINT D S NERBLES L, nek6 2R
TR DL S 415 (Takatani etal. 2015b) , nek6 28 BARCTII/NE DL ELT H 2 & TR
DI SNDDT, TT VTV UEOMR LW TH LN, WNEDLREN « REEMD/RT AN
AR RICBWCTEHETHL Z LA KM L TWD, E77, nek6 BRKDZZEIZEIT T L L HiBE
KO ACC ZIRNTHZ ETIRESI, DXV Y URINCE v IflEnsd Z E2v5 (Motose et al.
2008) , NEK6 (IHEM) A /VE AN K DU NE Tl & BE L THEET 2 LB A b,
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8. NEK :(H##DE(b

Jeik L7z & 9102, NEK [ZAEMTRIZ L > TEERMEPIBMZE Z L TH Y, Wi KB R -
TWD RIS 5 NEK 1X 5 DD 7 /v —F 12451 F B, &~ HsNEK DO#F = % 7612 HsNEK1/3/5,
NEK2, NEK4/11,NEK6/7, NEK&/9 7 L — R L M T 5, EZAEMOILEMIEIT IS 520 NEK
ERioTWEZ &, #boilfe TAEMFERERIICE 7 N — T OLRMESRBENIREZ o TN 2 &
DRE X 4L7- (Parker et al. 2007)

RHCAEAT N B, AEA) NEK I 3BER (CNK 7 7 2 U —) L BRI 2 DI KB S 415 (Takatani
et al. 2015a, M1 1), #EFEH NEK X EFE5 2O NEK @9 H, HSNEK2 7 7 3 U — %R < 4 9|2
BLTEY, WEZFF27 7 I REFTASHRNR v 7 A7 EOFMEIETIT NEK BN L TV
% (Parkeretal.2007), F7z, B BRI iTin72 sl oo NEK 13, FE B NEK Rt oo BT
IAE L CTRY, RO NEK THDH EEZHND,

—J7, B2 EA NEK (34T HsNEKI1 7 L— RIZE L CT\W5, [ ER NEK [EvuA XF X5
AtNEK DF5 % JLIZ AINEK1-4, AtNEK5/7, AINEK6 7 7 X U —®D 322431 H41% (Takatani et
al.2015a) , = 7 Hl#) O NEK I1ZFEARMIZ 1 D THY ,ANEK6 7 7 X U —IZ| LT\ 5, HIHES
HHEY) « INBEFRD A X 1 X &N (Selaginella moellendorffii) 1% NEK 81s 1% 3 OFH, b i
A TAINEK6 77 I U —IZJR L TW5b, —J7, Bk FHi D7 8 VT (Amborella trichopoda)
1% 32D NEK &fn 1% Ff b, T Z1 AINEK]1-4, AINEKS/7, AtNNEK6 7 7 X U —D 3 DIZJE LT
W5, TNHDZ LD, B RO NEK i% AINEK6 7 7 2 U —ICl /- — DB a0 5 IR E
IZEREL Cn o B2 BN D,

NEK DB R T2 DIT4E D & ZARIKREIZT Th U, NEK BIE % 1 D L b T2 7R W EERERR
TR BN T ST, BERSC = i Tl e 7 — 85 NEK O D (28R
LAREME S B D, Lo L, SR ClMifaE Bl o T & 3 flans iz U, 281 (ifaE 2
EHEDRVEDORE) BRI DZMLERHY, ZHOMBEEHMI T 572912 NEK BUETH
DO LIV, FEERIZ, SRAREE Aspergillus nidulans @ NimA [XEIHNIZIBWLTHEEEE L, #U)
BaI L CHEADI R E Zfil## L T\ % (Govindaraghavan et al. 2014), nimA 28 5K Tl A
MENKET D70, ORI/ AN— AR TE T, MlEM2MEIE L TLE S A6
MR D D, Fiz, MlaPN/NS THELFZT, BEOH 5 MR - 2R 21T D7 WIHHSEE
Ostreococcus tauri, JRIERLEE Cyanidioschyzon merolae % NEK Bin 1% KI L TW5H Z L& HbE
THEZ % &, NEK ORJARY e BRI IR oMo VE il (RIEHUINVE ORCIAHlAE, i s—k
JE/MES A 7)) THDHDONE LIy,

9. FLHLEBOBRE

REH) D NIMA B — 2 OffT0 b, BUNEOBRES, FHcy —r A —~— (HE - BES
DYA V) BRRAOHEMIEICEETHD Z LEEE Y > TE e, M hE L7
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NG, HEOEOELRIWE BEROIIGE LT, BINEO#EE AT v 7 I8 (LT D4
ENRBH D, ZO XD RIBEAICEE S U INE DX — o A — 3 — « Bl 2 b 2 3 2 2 o &
PRI B ORI NS BV EETH D, £z, Hx ORTOHEZ A LT T /L ORI
CREEREHRSED A= R LOMHEBEF LW,

2D XD IR BT 21U NE OFIEEME, NEK D& ENZOWTITEEDNE R0 I &R
ILFE AT 72 > T D, NEK IZDOWTHE, Ta—T7 U DU VLB AERNOWNSEZ TRRZ > T
WD DD, T ORERRIZMMNEZ A SN2 Lz, F72, NEK &2 #l#H35 Bk, Fo2—7 U BL
SN OFEER TR T, oMU INEREES X7 B & OBfRE IR Lo, I, SR ICEk
75 NEK ERUNEDEEIZTARD Z LT, R ED A =X LRGN H 2 &R
MrEsid,

OsNEK1
100 ~— OsNEK?2
e OSNEK3
AmtrNEK3 | AtNEK1234
AtNEK1 | family EE
100 41 AtNEK2
g5 L— AtNEK3 =
e AtNEK4 &
AtNEK7 | |HE
” Tl A NE?(SSNEK6 E
—y N— AtNEKS/7 2
SmNEK3 m family ﬁg
33 100 ' SmNEK2 - — )u;}
MPNEKT | - 4 /t7*/;?~7 g:
— 5 PPNEK1 =
7| SmNEK1 AtNEK6 %
OsNEK4 : a
2% 55 OSNEKS Tamiily o
— AtNEK6
AmtrNEK1 _]
m CbNEK1 KfNEKl] HMRA

= 0.1
EFERINEK T
(CNK, FA2 T2 EE H B H%)

1 1. fi¥% NEK O%%H. RFHEOEWX T —8 KA A &2 AW TER (NJ %, Bootstrap R
1000x) . P==a# Lt AV Hxra47 NEK Z2RORy 7 2T, g7 R 50 NEK %
D TR TR L7z, Amtr: Amborella trichopoda, At: Arabidopsis thaliana, Cb: Chara braunii, Kf:
Klebsormidium flaccidum, Mp: Marchantia polymorpha, Os: Oryza sativa, Pp: Physcomitrella
patens, Sm: Selaginella moellendorffii. CNK - FA2: Chlamydomonas reinhardtii  NEK. %%
NEK (FIZH#EE O NEK) I\ CiEkmo#i& LK L (R0 =4TF) .

et R TIET 7 F UHEPS SBIICEE TH Y, TOKEN ZNE TR IN TS,
BNEIZHOWTE, IEBERE ISR 2 RER/INE ORIECAEN T L <BRT S TE 1228, Jodii
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IR IT A EENIAMTII W, T, T4 T7A A=Y ZIZ#E Lo A U x5 OJFHK
RIZBWTHIZER R L TR D, IR AT X D RURERIEN OV INE RO IZAL  (Hiwatashi et al.
2014) , ¥R UL A O%E) (Yamada etal. 2017, Yamada & Goshima 2018) , 7 7 F L fikiE &
WoVE O EAEM (Wu & Bezanilla 2018) 72 &, Jeliiik OEERA N = X LBH S0 D
SOhbH, Rl biE, B=a 70T 4 T4 A= 7 xRN L, (RIBMIRZ T L% & LTk
B2t LT\ o, (URMINE & Moo fetimpic R 217 0 Ml 2 el 42 2 & T, W72 A 1 =X A
ROZARNE, WMERCR DL O IR D LB HiLD,

AR TR LT=F9EIE, B ARFiriRELE (JSPS) OBVt & b4 (FEAFE C -
16K07403) , SCHENFE OB idiudfise TR EEZ2m /1) (23119513, 25119715) ,  THEW)%
a7 | (25113009, 16H01245) , JSPS ReplliffsE & (DC2 + 16J03501) , Wifi T\ EFLEH
M, 7 7v7 ¢ ARVEMHE], RIREBEMIC e (LK - 3 - £Y) oz m L E L
7, HifEE CONEK1 OBHIEH 2 W -7 iss e el (mR) - ILE A (BIRK)
WIRGH T U B E 3, F7, LEFEE ORGP L B £,
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BOX1. Fa—JYVDOBREEH Fa—JUrE)UBEEROELT, FOL UL -
RFas b - RUTIE I VBRIE - R TS - TEFIE - AFILE-RU T UL
BEDZHRGEMEZITHI ENMBNTLVS (Janke 2014 J Cell Biol. 206: 461-472, Gadadhar
et al. 2017 J. Cell Sci. 130: 1347-1353), Fa—TJ V) VOFIREZBEHOT AV E A4 TOEWNIZ K
Y, BERZMEEHEOMINENHBEAICEL, ChANBUNERHES2 VNI EIZE > THAR
BNEHEWVNWSIFa—TYra— REMRIBENT: (Verhey & Gaertig 2007 Cell Cycle 6: 2152-
2160), ERRIZ, FRIUOBENF1—T) DOMREBMLYGIEHIND I EMNEIES
fuf= (Sirajuddin etal. 2014 Nat. Cell Biol. 16: 335-344), Fa2—7J1) > ®O C RKIHxDHEFO L 1k -
FOL UMDY A VIVFHICEETHY, FRO UL EMETLZFa—TUoFaI U H
—€ TTL ORRICKYARNER L, REOHAEICLY, Fa—TU 2 OREFAS UM
AR DUEEN b DEIE ZHIET 5 Z & (Robison et al. 2016 Science 352: aaf0659) , F O
VLD IR R A D IER TR R ZHIE T D Z & (Akeraetal. 2017 Science 358: 668-672) HVBH
LM STz, &, BFADUMEETS>BRNEE SN, HEHMEOMREGHET S LN
RN f- (Aillaud et al. 2017 Science 358: 1448-1453, Nieuwenhuis et al. 2017 Science 358: 1453-
1456) o £tz Fa—TNV2DTAVEATIZE2T, MINEDHEECHNALZESENELS
EDESIN TS (Tietal 2018 Dev. Cell 47: 1-16) ,

BMF 11— DOMRZEMIF LA ERRINEA TG, EEMEH S HEHE - BR
SNEFa—TYUEFREEHZHTVRITE LT, 7EFILILOANERESh, F0O
DAL - BRFADMEIFE I o TWWEWEEZ 5N S (Hottaet al. 2016 Plant Physiol. 170: 1189-
1205) . TTL EBCFIAET WS ELRFHIEMICILHFEET HH, TERFEELREHETRST,
ZOWEEIITHATH D, — A, DFENVILLEFa—TYUAREINTEY, Bl
CIFERGHEHMERZTTLDAREELNH L, BHEZTOTLY C Rk, EHDOF 21—
TY)UTHRESNTEY, SEOETICEHAFLEZL,

HEYF1—T) D) VEBEDOBEEICDOWTIEIhM > TWWEMN 2128, EFEDOBFTMNDLF
D—iHMBA S MG oz, EYPHBENAESREECIER FLRIZET oINS E, M/IMNEL—IBI
ICHESLTEALL, HBREN—BELT S, CO—BMNEM/NERESIL PHS] 2 2/\Y
BIZkd aoFa—TVoDY) VEBIEIZE >TEIEE I SN d (Fujita et al. 2013 Curr. Biol. 23:
1969-1970, Ban et al. 2013 Plant Cell Physiol. 54: 848-858) , PHS1 [E MAP ¥+ —€ 7+ X 7742
—E A E, EFRBPLGFF—FERAASVEFEONATY Y FEDA VNI ET, &2
BERAMLRIZEDTFFT—ENFEMIEL Toa-Fa—T ) oD Thr-359 1) VLT 5, Thr-
39N VAL INDEF 2 —T I VOMNE~NDEEHIIHI S, BINELREET D, B
MR TIEMEBICHUNEDLBRES T 5D, O, CDK AB-Fa—T) 2D Thr-172 % 1) VER
ELTHNE~ANDESZHITEEEZ 5N S (Fourest-Lieuvin et al. 2006 Mol Biol Cell 17:
1041-1050) , F1=z, BIMCEBTIXy-Fa—T U >0 VBN FIMED 5 BEOHHEEAR LI
5952 EMMEINTLVS (B L < I& Takatani et al. 2015a @) reference =S H8),
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HATDZEICLVELND, REMNEISHIRENANCT > — S -fhNEo—#ETH
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FHNCHET 5 Z Ll L ViR ER B SN D, REWMNE O OIS LRI R
W) EL A~ & RIS LT D, Tk TICEBERUNE ORI 2 FIEd 5 % < ofuNg
(X R BRNRIESNTE R, 2N EOM/NERTEY 7 ik, RERINEDOES -
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Ty uA XFXFOREFEEMAZFICE D, FFH7e ZRMaEEDLE ¥ — 2 HE
T HRBEWNE OEBREIC ST, MUNEMREY v 37 BIZER LTREMT 5,

2. O04XFRXFTORICE T DREBEE DRK

HEE AR OB ALE R D 1 D Th AR EE I EHITEY KL IR TRBY, Wbl
W L7222 G35, Afiaiztra—x, EI~te—2X V=%
ERRRERE T & T ARV RHMIaRE 2 ubE Lictk, 7' a7 T AP L0 a2 TE L L,
HZEDEIRBEHR L 72D, ZOFRERERPHECERD Z LICE W EWEROEEZEY EIFC
WD, REEE IZRAEARTES & BARTEE O 2 EICHBIND, RAERTES CI3ER
KR SFARD T — 2, HBAEKREERE TIIBEFLZ £ - T2 ALELIR D3 % — 2 I BE
DRET D, vaA X T XF O TN E 4072 OIS 3 T 2 B JRAE AR
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JFAERE AL D 3L FE 2
BWTRBBUNEITIHE TR
fEL, Bk 68 ARICEL A9

5o Z ORBHIMEDHITI -

TR MREE 28 TR B b

2 &0 BRI KU B EARD

B By CHIEE S — i s

— HEHES L H By B, BRI TS
gliz:i:cim Ma  REHUNEERELIC R
[ 1IERE || ,gig fEb AR % & D IR L, 2

L _E:_EE -"_'_ u%i ‘(J_‘ g; D JEWUINE OFEEBNIZHE > T

:_ EE_‘: o %}k = CIRHIBRBESILE T D Z LI
gRlEp-climg SE L0, FLECR O "Wkl EE < &
- -5 - > — UK END (K1AH),

TIE Bl o N S R
HESH

| R REMUNE D UGB DL

B BNV EWET S ETE

0% BERETOIEMS 208D

& RFEMINE ORI, B0

WoNERE 2 7 B2 XD

— RS EE FIE 3L TWAD Z & B
— K EMNE Lo TE T,
M1 YvuAfXFXFoRIZBIT3REEE O
() vuA XFTXFoOMMER, OF) FARTSEERR GROeUD) EgARTEE M
GHEWS U D) O{biife, RE/NE I > T IRMIEEERSILAE T 5,

3. ZRHAEE/NE — U RIS ABNERESE VNV E

AREBEE ML B W TEREWUNE O R 2 H#E3 2K F1%, EIZTrA X T T OREM
Ja 2RI L 7-AF3812 X 0 [RIE ST & 72, Pesquet HIIAREEE /ML A2 HE T 5 MIEE SR %
AW TRUNEMEZ o7 B OB BL 2 MR~ MUNEfTEZ 37 E MAP70-5
DIAREBEE IRV T ICHEBLT 5 2 & 285 Lo (Pesquetetal., 2010), Pesquet & DK%
BRTIELEA, Mk, FLECRZ & o “UMiaRE N2 — U B SV D, MAP70-5 O]
BEMERTIZEN LD RY = O, HEAMRD “IRHIINEE 2 AT D IO EI &2 L& L,
FLBCIR O Z W HIBE 2 a3 2 M3 L=, —J57, RNAIIZ X2 MAP70-5 OF8BLBNHI#E
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TIE B AMRD ZRAIRE 2 2Rk T~ D AR OFI G 238 L, FLECIR O Z W ANIaRE 2 2Rk 95
MR OEIGD FH Lc, £72, MAP70-5 73 ZUGHIAREE O ENCBHZFIZRE LTz, 2 b0
Z &5, MAPT70-5 13 “IRAIIEBE D EEFUCAIE T D NE 2 LERSEL Z 2L, 2K
AfREE N2 — 2 DZ A THGIEI L T D & BEE I (Pesquetetal., 2010), & D%, Derbyshire
SRR & W CIRUINERE S » X0 B D7 v T A — LN 24TV, RKEEE M S
BEDOWINERTRES 737 ' % BB 7= (Derbyshire et al., 2015), Z A1 5 O FIFE B0 B
HilZ £V MAP65-1 <2 AIR9 H3ARERERE O —RAIIREE X% — > OFIFENCE > TWbD Z &R
BTz, UL D 6 DH AT invitro DEFERIZR SN TE Y, HWEWEENOFRAE
AEEE, HOWVIIBRERTEEICB TSI 60H X7 EOFEMABEEEIT & T -
TV, 5%, HERER WS LR AT NEEND,

4. BEKRTEED ZRMEE/ N — 2 ZHET 2M/NEMRKER VNV E
—J7, EE OO N — T I BRAERTEE 2B W TR RIICITT b <EHOWNE
FhES R EEREL, TOMREZH L Lz, EE LIXGRERTEE ML~ AKX —
#i55.[K - VASCULAR-RELATED NAC-DOMAIN 6 (VND6) % > 1A X F X F DM 5
BEEDZ LIk, BAEKRHEE O bE mBEERFICTHEE S 2 ERA LML L7 (Oda
etal. 2010), Z DEBRRE TV TN 218D =45 R, MW EA)72 Rho GTPase 7 7 2 U —IZ
J& 9 % ROP GTPase 3MUNERTHES R 7 Ea2FIET 25 Z L2k 0, FLECIRO 3 AmfaEE <
H—UPHEEIND Z L& X EHT- (Oda and Fukuda, 2012), ROP GTPase | guanine
nucleotide exchange factor C& % ROPGEF D7z & 2 X W iEMEIL L, 2 GTPase activating
protein Td %5 ROPGAP D7 H ZIT LV NEMALT 5, HAARIMILTIZ ROPGEF4 &
ROPGAP3 D%7- 5 |2 XL Y ROPI1 N /PTHIIZIEME L L, EHIIIC ROP11 25{E ML L 7 ik
(&ML ROPIL RAA ) MEBNRD (K 2), TEME(L L7 ROPI XU NENRE Y 37 H
T& 5 MIDDI (MICROTUBULE DEPLETION DOMAINI) % 41 L C Kinesin-13A % {5 1E1L
ROPIl RAA N2V 7 b—
9%, Kinesin-13A O/ NE
flEATEMEIC LY, EHE L

\?L// : RIOPG’EIIZS J
ety I % GTP-ROP11
F—-—% / MIDD1 ROP11 R A A UWNIZfHEL
|i¥__ <'// »| Kinesin-13A | T B RBHONE BB A
L\\ o /§( T Vs, 2oE, EEEN
T DR R R ALV NAIE
1
]

e — 1 GDP-ROP11
— [ ” Sn
ROPGAPs

S ———
~——— ZHEB R, FLECIRD YAl
REAMEEHAE Kinesin-lS;% BESE—UNFEINS (¥

BINEBIE o o o o o ol e
OEERAEER L 2), Kinesin-13A /K AHZS 5L
X2 #BAWMEFHBICBO TEREHNEDBRFMNRZ— 2B 9o FHE (B) %4
AREFIL O3 I I 1 D E @I/ NEBCIR /S 2 — 2y PR D sRR N O REIG 5% V& D3 5
bhBERLE 725, (F) EROREBENOILREK, BEFLAZ T 5 Ez B 1 5 FZ @i
B O BC A EEAS 2 R,
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KRTITBEALD NS oo 2 & D, ZO—HO v 7 VN BARTIEE O _AuEE < &
—UERRIZIETE B VTV D 2 EAFEH &7z (Oda and Fukuda, 2013),

Lt DIFFEIZ BV TIE, HAIB DR B ISR S D TEME(E ROPIT KA A L3y —
¥ DIERHE O N2 5D, ZIVE TIZES D OGNV — T T IEERMRNT 2 L) AT
RN LD ROPLL D R A A X — U BEUGHERGR & FAEL L 7oA L 0 B IRV S
NG5 & W9 MELEFF T % (Nagashimaetal., 2018), ZAUIZRI L TIEBIOMESIZEE L <#BIT
L72vy,

BTS2 0 EH D OIIE 7V — T 13% AREREE O " HifasE 2 — 2B 5 2 DM
INERTRES VX B WS L-, 1 HE TSRO MNEMNEEY R EThH D
IQD13 (IQ67—DOMAIN13) 23BEfLOTEREZ HiliHl T 5 Z & 2 #i5 L7 (Sugiyama et al., 2017),
I0D13 DRABAEEIRIS KO RNAI T K 2 FBUNHIA TIZEAER L 0 REWEELL TR S,
I0D13 OEFIFEHARTITEF AT L0 &R WEEILNER Sz, 1QDI3 I3/ NERES KA A
VM AREAERE S RAA 2RO Z &b, REM/NEZMRREICERGEE ST EE X
b, IHIZ, 1QDI3 # BT R Lol ClikR @i/ NENmL, Zh s ofuhg
U NE EABLEANCROITEZ /R L2 2 & D, 1QDI3 TR BEHUNE 2 FFRNICZEL L
TWbEEZ LD (Sugiyamaetal., 2017), ZiLE TITIEME(L ROPIL KA A > &[T R EK
INEDEPESR ROP11 OIEE 25 2 & AR E TV % (Oda and Fukuda, 2012), A%
FIICIEMEAL ROPIL R A A 2 JER+ 5 & | IQD13 FEMF(E F TIEHED KA AL VN ER SN
73, IQDI13 174 F TIZRBEHU/NEIZ L D ROPLL DJFLENHIR S, fEWV KA A UNER S
N, ZOZ EDH IQDI3 IFRBIVINE 20 L CIEMA ROP11 OYERZ T 5 Z L12 &
n, BEOREXSEZAICHBL NS EEZBND (K3),

SWE CIIHEMEFREN R M/NE R X N7 & CORTICAL MICROTUBULE
DISORDERINGI1 (CORD1) 5 XY CORD2 MEEFLOFZRERIEIZBE > T\ D Z L 2HmE LT
(Sasaki et al., 2017), IQDI13 & X2, cordl cord? —HE/RIBZEFIRTITEAT L 0 /NS UVEEFL
DR S, CORDI OBFIFBULTIXBFAR LV H K& WEELAEA S 7z, CORDI1 % %
FTHNCRBL ST S L, REMINERPDLW D LIS L) R R LEERBRENBE S, =
O8O RERRIE, REBUNE DI HE R EEN, MIREICERT 5 2 LIc kD glE
fZENTWe, ZDZ L5, CORDI ITREM/INE DML G ZHEL, Tzl vR
JEUINE DBNEA R LZEIZT D EBZ b, TNEEND D20, WGk 2 T BT
PNCHAEART I Z b S, TORBEMNEZBIE L, ZORR, BARCIERBEIUN
BRSO T U H DI ATWT=DIZXT L, cordl cord?2 TS FARTIIREMUINE D3N BF AR I
D HIATICE Ao TV, “HAERKTIIRBEMNEDBFAER L HiREICHIRBEICHES L,
FKEWNE OBRMZEPE SN E B 2 b, ZHix CORDI ASFEEHUINE Ol
EEEL, RBBUNEOBIREL RLZEIZTDHEWVNIEZX L2 LFT D, cordl cord? T
RCix, mEICHIBCRE S LR B NE DSEM{E ROP1L R A A O EHE L, £
IZ X VIEMEIE ROPIL RA A ¥y S BITITEEALO NS KB ENTDTEAS, UbkaE s
&, CORDI [IAREEE O LA KB INE Ol D OB REST 2 2 L2 kY,
KEWNE O EIEZE L, REMNE OB MZELEZREST 2 Z LI XV EBELOKRE I &l
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Vukasinovic et al., 2017), F72, Kinesin 7 7 I U —|ZJ& 7 % FRA1 2NEAERIIEE % & DA
HRBERR Sy DBk A< B - TV D Z LR &7z (Zhuetal., 2015), = OFRIZ, RIEMK
/NE DELAZAD B R IBWUNE IR o T2 ZUGHBRBE DL TR D, KREEE /D —HE O
BNBFERICHLITR>TETND
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I, B — A ERESRO L —/L & LTl < RIEM/NE, 5RO I &2 RET 5
PPB (preprophase band, 43%UEfH#HT) | Yeta iRy BIB) < WHEEMR, MUFAR DRESLICMB < 7 Z
TET T A ERHIN DMUNEREE DAL T Do 2D ORUINEREIEY) OREEE & BERET B
IO NE ORI FICEMT 2 NVEMEE Y X7 ERE (MAPs, microtubule associated
proteins) 2SUZHTH V), I I DHUNE DRREIRZ ORI A T = X L& TR D 720121
MAPs DFEREMFAT 23 5 M4 BED % % (Hamada 2014, Hashimoto 2015),

1. WUNEFTHES /0 &R (MAPs)

T OB INEFBES 37 BRE (MAPs) ([ZIXEAMICIEBm L2 VX7 73—
TEIEFD 5 N7 E 7 7 IV —IZHBTE D, BEZAEWILE MAPs DOEARRRBEA T =
AL IFERGF SN TND EBZLND N, TO—J7 T, M E i 5o E & 5 -
TWHZ b, BIxE, MNEOEEGRFKICED S v —tubulin HEKORERR 113
IZHHE L, UNE OBEAHMBIZED > T d, L LN LEMHIE CiX y —tubulin EH
PRI HUDMAE DI JRTE L CTHRUNE DS HULMR D & PRI O S o2kt U, e (Relo k1
) Tidy —tubulin EERITHIIA O (FRICHUNE LM (25378 LTl o
INEXR Y VT =T ROFERE L oo TWD, FTMUNE LZBEIKE—F —F U XV BETH D
IR BEOEFNA I = A LFEAWICFR T TH D EBbND N, —HoZF Ry 77
7 XU =TI L CEARMEDR R E S 2 5, FRCZDOBVWRBEE Y7 7 7 IV —IX
¥R U T T 7 IV —ThO, HDIITED O X3 THERm U NE ~ A T 28T
NEBETE DX AV UNELFENLTV D, EWNERIL S 2RV B D—>Tdh % MAP6S

T. Hamada - 1
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77 U — (FE¥ CILMAP65, & K TIX PRCL, BERETIX ASEL & IFEIL D) IR F-OEM)CH A
T 1 BB TFEUNMEEL RO DICK L, ) TIEZH L L T Y (v rA XF X FI29 B
) R O NEREE OREERICH LN EE CTH H Z ERRB I TN D, F I hipiiss
DL ZTH MAPs & LT, HZ =0 ER ST D, B ¥ =3B I
FEUWd 52 & CHNEEZIEAS S E20, FOED BRUNE 28] 0 B L CHRIRJE RIS
Wk SN DP/NE AR LTS, MO Z = 3R ERUINE DR EEALCHE LT
INE Z BT 203, I SN TMUNE O 7T AR EE S LD T & THUNE OARE A N
S5 L) EEEZH ST D (Lindeboom et al. 2013, HAf & JAAK 2018 BSJ-Review 9C3:
120-129), BERZAMIZHE L7z MAPs (2B L CIE, 5% O F 72 2T X 0 f s 7o b
FHRBEINH LM ESND EMRE S D,

— 07, WiIZI13% < ORIREE 72 MAPs BIFEL TV 5, ZNHDORET T rA X F X T %
FAWTEBFICZ L > CTRIE SN TE 7= (Sedbrook & Kaloriti 2008), v A XF X} MAPs
BRI TIIRE D EE LG A IBIEORB N AL 51, F 72550 Tlde WSl iafh &0 1
TR B 70 B 2 s TR BB, AR0FEMS TR UnD ) &V ) B B 2R RV, X
DR L~ LT Rz BICZRIEA UMM L~ L OFEHE T O HEH 0N L6 L D8 7e &
BRI ERR 6N D, ZAVE TR 272 MAPs & LT, /b r — A5 AlER
L WUNE A28 < CST (Cellulose synthase interacting) 77 X U — (Gu et al. 2010, Li et
al. 2012) , /gD~ A F 2O EIT@ < SPR2 7 7 2 U — (Nakamura et al. 2018,
Leong et al. 2018, Fan et al. 2018), U NERE OFHENZME < RIP/MIDD 7 7 2 U — (Lavy
et al. 2007, Li et al. 2008, Oda et al. 2010, Oda and Fukuda 2012, 2013) 72 E3z80F
HILd, LML G, %< ORPIE 72 MAPs IX3EM 2B BEr s S TR o3, En ki
WONE R T 20, TOERAA =X L35 %, fiix L LIRS LI EN 5,

F IR EARIC KL D MAPs OREREZAHL S, UINEMIZEIC B T 2 HERT —~ Th D, B
LEBHD MAPs [RIERIZ, fEH) MAPs D T 7o MEREZRHA S U U Rfk - LY b Tl EZ STk
0, ZNOIZEET AMNERBREX T —F, 7+ A7 7 X —ERRIEIN TS, £D%L X
R E M O AT U122k T Y, CDK, Aurora 7 —F¥, mitogen activated # > /X7 &
X —8 (MAPK) 72 & 23[FIE S, TR 2 flA A D = X A O~ 6N STV 5
(Sasabe & Machida 2012), F7=R#ioFREBH/INE OEIFENCE D A/ NEBEE S F—1F, 7 +
A7y H—BELELTCNM $F—BLPHSI 74 A7 7 X —EREESNTEY, ZThHDR
TAC X DRI NE I A B = X AR S STV D (Fujita et al. 2013, Takatani
et al. 2017), & BICHKEW/INE & PPB OHEZLIZEI S TONI/FASS(TON2) 7 4+ A7 7 #—F
BEKROWELHLMCEN TS (Kirik et al. 2012, Spinner et al. 2013),

W INERETSE ) OREEECT DBSRER BT, 2 < D MAPs CFHRIZIEAR 2B 1o 2 Hl4E 20 1 03 il
N < MR R > U — 27 O BT L5 T D, BIRER TIEZ O e — AR & B )

T. Hamada - 2
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SNTWDEIDOHRTHY, 5%OMILREBIZLY, S HIZFEMR A D =X LBRHLNNIRDZ L
DI XA, FRCHEIMES: 72 MAPs 12U T, 2 O MAPs 12 & AR/ INE GBI A 1 = KX A -
YERA I = A LT HRAZLRENE L, LM T REFENEZLFEINL TV DLORHIRTH
60

2-1. UNEIFA LA RS -RNA BBRL - R OV BENKET HEHZE L TE]

HHL, TR E TR A A L LMY MAPs DIRIE & FERERT 21T > C & 7=, Hidil
R DK% 56D DI NI L K D F LRI E G RR DE TR Y, MR A 54 5
RIS E £ D MAPs 1T ICHRENTLE H, 2 CTEEDLIL, BEARELICLY
K2 B0 BR< Z &I Ko THOMOD 7200 @& i E O M E & 5 U, Bi e AR i NE
DEE « BEEG &m0 BEL 0 K3 MAPs FEflikZ e & L7z (Sonobe 1996, Hamada and
Sonobe 2017), Z OFEMiEHAWT, v aA X X FE8Ma 248 & L7z MAPs OREEEN[F &

(MAPs 7' 7 A — L) Z4To7z, T ORI, FFR L7z MAPs 431236V T, 727 FHEHD MAPs %
A& L7z (Hamada et al. 2013, #EH - RFEFRKT — & TIL 1568 FEFHD MAPs % [FlE), MAPs 7
07 A — AT, Z OMHTLARNZRE SV TW BRI O 117 FEEED MAPs @D 9 5, K 75%I12H
725 87 FE¥ED MAPs 3FIE SN TE Y, [FHEMEOE WIS R LS 25, S HITHERT
Dol B R EORNE, MN THUNE RfEZ R H7272 6 family O MAPs & [FE S 4L
TWn5,

ZD—T5,MAPs 7' T F— L DG A D &, FIE LizaZ /37 ED 9 B, MAPs 13
1 FIRETH Y, ZALIIMNT DNA - RNA FEE X /ST EN 4 B ANVTRT 2 37 EH 1 H,

Classfication (proteins) %)

Ftubulin 13| 23
& MAPs 70|  12.5]
Cytoskeletal proteins = T
DNA replication and repair 32 5.7

RNA transcription, splicing and export 134| 239

MAPS/TUbU“n translation 43 7.8

DA o, 5 RNAi 9| 1.6

BREREN A /80 H (21.9%) (14.8%) e R
HISTONE DEACETYLASE 3] 0.5

CDKC complex 5 0.9

HIE R HBER (4.3%) : = ] =
= Ran-related 5 0.9

i e / protein degradation 7 1.2

<l Cell cycle 6 1.1

% signal 6 1.1

T)bﬁ*?’;‘l‘zl ggg (9%) I peroxisome 19 3.4
(ER/Golgi, peroxisome, mitochondria) itoohridia A 12
‘i ER/Golgi/nuclear envelope 7 1.2

K cell wall components 6 1.1

| RNA-DNA#ES 4 /S5 (45.6%) | metabolism 24| 43

unknown 123) 219

MAPSEI R EEICUTDRVNNVEEED
s MUNERBEMOBELBEERRICEAHI A/ UE (FEEDMAPS)
s MNELETREIAHALER (RE-RNARE - E3GE - J FIILEERE) ICEhE40/808
B1 MNEMES /A EE (MAPs) JOTA—LTRESN:Z2 VIV E
T. Hamada - 3
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M # N7 BN 1EE — A2 LBUNERRE L IZRERO L2V b DR L GE TV

(K1), DD VMAPs LSO & 237 B OHIZIE, MAPs B3 (C @i BRI STV D b D

HE L EHIIINO DX NI EPRR IR RAEGIC L 2TH) (22 15— 3 )
T <, FRICHENTHINE EMHAEER L TW DO TIERWNAEEZ TWD, £ZTZ

? BSJ-Review TiX, ZHE TOEH & OHIFEAR A Z D, MAPs I3 E AL TW oA /LT 7%

TR RNA #EG & 27378 « RNA 72 EEEA L7c RNA JERIOMIEN CTOHR 5 3\ & 0 NE OB

HIZOW TR 5,

2-2. FIWHARZ -RNABHDFZRBEXRDY - E—2—2 VNNV E

T DAV TT R TEEINT 7 F AP L EREN T2 I A I Lo TIThIlTnd Z & X
Wi T 205, T O—J7, WvNEDEENTH E Y 535> T 72> 72 (Shimmen 2007, Cai &
Cresti 2012), ZDEEDO—2W, WO T 7 F U AfME- I A2 35 XL Z 35BN, i O
WNE -3 VG & 2B G G e O B AW O I E A E SR 2 TS TR <

(Tominaga & Nakano 2012, Nebenfithr & Dixit 2018) , /&2 X A EENS HNLT-72\ =
EEEZBND, TIE TITHEMIZRB T HWUNERIFER IR A TT 2 T OE#) 2 ISR~ LT
Bl & U, in vitro TOfEMT (Romagnoli et al. 2003) , /L IR/ NMEOEIE  (Crowell
et al. 2009, Gutierrez et al. 2009), /NaAF =2 —7Dffik (Hamada et al. 2014) , %>
WO JRET AR OB X (Zhu et al. 2015, Kong et al. 2015) 72 ENHHN, #
DIEBA B — NIl T 7 F B ER S EE Z A E— RO 1 045D 1 FRET
D, FTMENTA TA A=V TIZEVANTRT (A FF Y —A, I bary U7,
TIVVR) BBERT DL, AN R TIXT 7 F UM X o Tk S, REM/NE BSFET
HGATCRE EIND L HI1I2R %25 (Van Gestel et al. 2002, Chuong et al. 2005, Crowell
et al. 2009, Gutierrez et al. 2009), & HIZmRNA @5 K¥md = v v 7HEE D 53 i |8
<M RNA JHRL CTd D P-bodies &7 7 F UARHEIZ K o Tk S, REMUNE TRE S
% (Hamada et al. 2012), P-bodies &[RRI ZEHFRIMHI S 4072 mRNA 72 & CHRk S5
Z kL APERIRR, microRNA Z & de AGOL JHKIZ2 K THEIZR SN D (Hamada et al. 2018, & H,
KERT—4), ZNHOBIEIZL Y, MAPs BIZFZE ENTWA VAR T - flldE RNA FEkL
DX 8T, FEBEICHIIN T O/ NE EFEER L QW A RS EW EF X 5,

ZOMIBANTDOA VIR T - RNA KL & 0 INE DA BRI, 322 o 0R UG & /37 EIZ
Lo THIER I SN TWDAMREMEN & <, BUNE IR o Te AV T2 7 OBENE (U NE AT
RN =T 7 F - A OB SR 72V R Y ) 2 UREE5T 5 EEbius, —F,
WNE IR SN D L) B SN D RDIRA VA 3 Z « RNA BERLIZBE L <, MR 1=/
NSO INE 72 ENTER T D T4V % T « RNA BRI MR S 25 Frill e fElk) TRt & 5 e
PEbE <, TENOBBERED X /37 BTSN D X 9O REE R EER TIZRne

T. Hamada - 4
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REME D & 5 (Pefia & Heinlein 2013), ZDFHLE LT, M/NEZBESG SE-HATH, bk
DANTFXT (A FF Y —5, I har R T, L0K) L RNA BRI O IR 132
Z52 720y (Hamada et al. 2012), ZAUTKLRA /LA R T <0 RNA BKLAS, AIINE b TRk &
NTWD TANVTHT « RNA FERLDMREE S0 2 KRl 7 il 128 £ 200N DA ok
PR RCAINEREE, € DD AN T T 72 L) EMHHEEM L TV L0 EEZLLND,

WUNE LRI E— X —F NI ETH DX UL, UNEBEY OREIZE D 5 ¥ X
VU EFANTR TR D L F R AGEHIND, BT LF R T IV —0
BEIEZ <, AT 3 T Wk 2 WUNERFERIZAT 5 B4 & ik LT bk 720 (Richardson
et al. 2006, Nebenfihr & Dixit 2018), ZDF X v 77 IV —DFTHLF R 1447
77 IV IR T L TR Y, UNE D~ A T R F R~ E BB TE DX R
MDELSGENTNDZ ERRETH D,

FRY LAY T T 7 IV —IZBT D FRAL 23 /L AR SR D A5 N & TR OY, fle F2 120N
FCBEIT S Z EABIE SN TS (Zhu et al. 2015, Kong et al. 2015), #%EMIcIs
W TEEDBIEILT 7 F U MHEIR T TH B3 (Tamura et al. 2013) , 77 F U fkHERE A R A
A% DKH (Fx v 4 Y777V —, DT, 3777 IV =138 13MNERAF
WINZT 7 F A ES T E RN ATRETH Y (Walter et al. 2015), KCH I/ INE —T 7 F 4
MEAR EAERH 20 Lo okl i < L& 2 5T b (Frey et al. 2010), —JF, B XY U
X I ET BEEOWE I NE R AEIIIT KCBP-b (353 3> 14) R° KCH 23772 - T3 Y (Miki
et al. 2015, Jonsson et al. 2015, Yamada et al. 2017, Yamada & Goshima 2018), ZE¥)Ff
IZE > TR DMIBFEDOENTZ L TND I EBbND, KPL (FHT > 14) (FI har K
U T HMEES o7 VDACS EREAL, 2 h v U T OEBEICEbD > TWA ERESA T
% (Yang et al. 2011), E7=nAWOWNEREN THL PPBRLT T 7ET T A MIRIET
% POKI 77 2 U—(F 332 12)X° PAKRP/KINIDI 7 7 2 U— (F 32 12),NACK 77 3V
— (FRT 7)) R EIIBUNERER ORERERBUI LA R TR ThDH, ZNHDF R
DA S 2D A VT FHGIEIZE D> TV D ATEEME S & 5723, WS 92 7 DITIT 72 2 FRGEES
VETHDH EBbid,

2-3. REWMNEE THILARSHARE SN ARG MEE] 12D T

PWoNVE & AVTT R T« RNA JERIN 30 3 - ROMIE & 2 /87 IS & - TEEER G 9 5 LSO
AREME & LT, BN AETE L CUN 2 BB AN [ AL ) 5« RNA BRI AMR R S 4 2 1) 73 fE ek
ThHHWRMER DD (M2), ZOFEROERICOWTUIRPRENR LN, LLFD X HI2%
DIFETREETH D LB D,

EHOIX, AR R Yy N =7 ERBWNEE TA TA A=V TBIETH Z LT, /NMak
T. Hamada - 5
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T MU =7 O NE PRSI TWAS Z AR L7 (Hamada et al. 2012,
Pefia & Heinlein 2013), /MaAx >y MU —2713F a2 —7 kL > — MIRO/IMEE THERL X,
DA NIT T [FRRIZ T 7 F B AFRITIE IR IER) L TH Y (Quader et al. 1989) , %
DO—HA I TAMN TEE STV 5 (Sparkes et al. 2009), ZEH O OBETIE, Z D/Mak
DEE STV D BTG & SLRE L TR Y, Z O/MIE INE B EL AN /3 I8 5 72
DRLFTWI EEASNC L (Hamada et al. 2014), Z OBERERAEFT S X 51, vl
BARHEAITIHES S5, MR O3> 9% (Hamada et al., 2012), F7-Hify
NCBLEE SO MUINE B L &/ MR D I B0 TR VB 2 7R L7 (Hamada et al., 2014),

2 fEfaED - MiRRERE
[C&H T 2B - Mk -

[FILF 45 - RNA BERIAMR
B SN D8RI5 OERX
]

EEM/NEREDICIXNEE
KEBOCHBRALBAILARS
4> RNA ERRIMEREL, T4
#+5 -RNA BBRIARE S h
450075581 AN S,
COEETIEAILARSHE
OHEERICMA, REHUD
ELrIcHAEYT2MBEER
BEICKYFBRLGERBIMNT
bh, g4/ =LY
A% MEETHIU R
A4 =R, I XYHA
—ADHEBLT, VTFIL
EEPEREE, JELESRE
DEHBEREVCEBELED
HfgL L TECEEZLN
%,

REWM/NEITHRIEISR ST 2RRTICENS R Y FT—UTHD, OfaEL, BN -HlaE
PICREREBZSIZRIT T I F UMBEORNRNFEL, NEKEZELHILA RS RNA 5
MG ETBATND, QMRREETIE MULVT I F oMM (B2o< 1K) AMNEKZELH L
ARZXORNA BBRIGE EZES, OF V F UMM K > GEFN TEA LA H 510 RNA FEHL L
NERDTLIILIERBENS, @—BOALARSIIRHNELZE WY, M/NELIZERESH
TW5. O/MaRIE VAP2] 2 EQRFIZ & > THUNELHIIIRICHRBE S T S, /IMatk &R
FREREC SYT1 X VAP2] ZHRO X S ITREY 5. F1= SYTT & S/ afk—HiafR & DFER 12T
INEIFTRBATIXRLY,

SYT1 FINHRS

~ @
L VAP27 LHRS

F /MRS b EHEE S L TR Y, MUNE & 2 RITEE L5 E, /Mak xR v b
T — 7 OJE TEERALL /IR s 9~ 5 3 sE ITiT R by, 2 O/NMER & AR BEE
LT/ AR — Al B i 2 5 5. (EPCSs: Endoplasmic Reticulum—Plasma membrane contact
sites) EPFEENL TS (Wang et al. 2017), Z® EPCSs D~—Hh—& L CIZERAEMITIE
17 ST/ R IEIRAUE 7 » I EThH 5D VAP2T X° SYTL AL TR, ZhbnH v

T. Hamada - 6
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X7 EDREY) D EPCSs IZRTET D Z ERNEIHA TS (Wang et al. 2014, Pérez—Sancho et
al. 2015, Levey et al. 2015, Wang et al. 2016), £7= EPCSs |ZR{ET DA D H
RUE L LTSNARE # v X7 ETHhD SYPT 77 LU —CNET3C 2 ERFLNTEY, 21 b
DE LI EILT 7 F ABHERES KA A VBN LTT 7 F A & /N iR 2 2 BRI T
WAHEEZ BN TWS (Suwastika et al. 2008, Wang et al. 2014, Cao et al. 2016),

IHOOFTERTRE X NI HIE VAP2T Th 5, VAP2T |3/ NE~EBEREA T2 &
M in vitro CTREINTE Y, B/ NE /Mol FED 3 & 28 Tuvs (Wang et al. 2014),
VAP27 & SYT1 O RTEIT 72 > TRV, VAP2T TRk S 415 V-EPCSs 133 @i/ V& o J5 B

WZRE L (REMUNEITA) 10 nm B2 O FRRECE ISR - 72 T DO#IE ToH
%) ,SYT1 CRgik S5 S-EPCSs IR EMUINE JE PRI IZ 72 < VAP2T D JRITE % e T INE
R X OICHELTWD (Siao et al. 2016), Z® VAP family IZEMWMALCEERE Tl
INE~DRER (Skehel et al. 2000) PISMZ, JEHE A RAOIREAZ M, [EH% 72 SI2@NTn D 2
EMEHNTNS (Lev et al. 2008), vEA XFXFITHBWTE VAP2T 37 5 A U v %4t
L7z R A b= RB 2 EDRENTND (Stefano et al. 2018), F7= VAP2T (X
PI(3)P, PI(4)P, PIG)P e & DA /v =Y VEEE bHEBHEAT 5 Z &N TE S (Stefano
et al. 2018),

—J7,MAPs T& % CLASP (I #l— > KV — AIZ/HIET 5 SNXI (Sorting Nexinl) & OFHA
TEFT 5 Z & AHE ST 5 (Ambrose et al. 2013), Z @ SNX1 {Z PI(3)P °PI(3,5)P, &
fEA L, £72PI(3)P & PI(3,5) P, ~AEHad 5 FABL ¥ XU E & b= KV — A THBTE
7% (Hirano et al. 2015), ZOHRHIT > NV — ATMIRERE CH/NEIZH > TRk T =
—7ROMEL UTHEET 20, UNEZBIET 2 L 2 b oBllo v F Y — A faE I
BERL CLE 9 Z &R BbN TS (Ambrose et al. 2013, Hirano et al. 2015),

Z D VAP2T & CLASP OMFFRIZEB W TENO LD UNE « /Mafk « = KA h—3 & -
AT b= VR 72 EOIGEDF— U — RIE, VAP2T 23RS % V-EPCSs & CLASP OFH A
VEM % @48 <, CLASP 1% V-EPCSs DRSS < HE R R CTh 5 rlRetEN R s 5, £/
A7V =NV VBIEE R AL COEAE LTHIIEETCO=Y R A h—v X, =% VP A
N =Y ZADHBIR T, T F IR L, R E B e E DSARIRRAERBREINE O Bk b
LT NTHY (Heilmann, 2016) , 1 /2 h—/L U g & F7ET % CLASP R0 V-EPCSs 75
b HREEDOEBEIIZ DAL LIS D,

Z DOREWUNE ELIZIE, EPCSs (2B 2 /M Ak « MO 72 53, 20O I ha s R
T e rYLF ey Y — b IV UK EO AV AT 3T, P-bodies 0 A kL AJEKI 72 £ 9> RNA B8
FibJRIEL, TA/AVHT 2T « RNA BERIMRRE S D RERI 7R8Ik BRSNS, ZibDA /v
A ZMOMAENER (AABRIMar 27 A 8 ISRNOREHC L > CIEFICEE
Toh b (Gatta and Levine, 2017), HEMITEMCEEREL U I OREME G L Tk
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D, RIEWUNE DGO D TH VTR T MR S DRl el 1XTEBE &2 H - T
WHERBTED, LLARDBDLINDDOA VTR TR & B/INE OB BN Y 2 KR
PN DT D Z EIFEE LV L7, B EICITBIR SIS R 2L 25 2 L T, #i-
IRIINEE AN TR T OBERY 2GR LIRS 5, Flzidyaa XF X FOREMETIX
=X VYA b= ADOBENUNE OF I L EHE STV (Gutierrez et
al. 2009, Fendrych et al. 2013) , HE/MEIHIIER T2 LM NERTZF YA F—T X
DG LT Z 2R LTW5 (0da et al. 2015, #Ex K&/l 2018), F7-#/ Mg
(2R > TR E T 2/Malke, uhNgE -/ NMaR O EAER 2 81X, 7 7 F U BHED AL T TRl
HaNT< 2% (Hamada et al. 2014),

ZIVE TORUNERI T, REMNE OMRRIL TEv e — X Gl#EREOL—L) L LTO
BEINRKREL 7B =T v FINTE T, 5%IT THIRETEE Chkx 724077 % 7 IR ALAE
HOME & R BEREEE DT L0 ) REM/NE DEENZOWTH, Z < OHIED
BoND EHREL TV D,

51 R 3k
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1. [FLHIC

1 DORIANRPET 5D Z L2 L -T2 SOBMIRAMEY H3I2id, MiREY & MREh 5 4
DOORHER L HIFI(GL B, S 1. G2 Hl. M DAL H D, ZDL &, EmDiRGEHN
THDHYT ) LEIEHICIERIC GRS Z L EMICE > TR b EELRFEDO 1 >Th D, <
D=, FMfEHOBEHENTIX, SHEPEFIATON TWENEERT LT =y 7R A 2 b
DHEAET D Z L3 51TV D (Barnum and O'Connell, 2014), 2D 5 5 M IZFET 5T =
> 7 ARA > N & Spindle assembly checkpoint (SAC) & FEIXAL, FHEEMAM/INE & A YL talk EI2A7
ET 25X N a7 BNIEEICHEGT 52 £ T, Mlanis M #Hloh#liciEil w5, SAC (2R
D 5B AR T BB RNV E EABLER 2 PR 5 RERIC X - THEEFRENED D
(Hoyt et al., 1991; Li and Murray, 1991), BFAERIOEERETIX, fU/NEBNEIND Z L1tk - T
SRR INVE & 12 b a7 OFEENEZ 50D, SAC ITXk > THENELT S, —7H,
SAC OERMIT D EAZ LT 5 2 LN TE RV, NEESIHERIOFEFTHL—EH
FEEZ T 5 2 L1275, ZO XD L THRITDNED b7z SAC IE, BRI OEMW £ TR
FEIRFESNTBETHD 2 PRSI FFICE P TIXSACIZERENRZ % & T 235%
THZEBRHGMNERoT T, ZIVE TIZZE < DAFZER T4 T & 72(Kops et al., 2005), L
2L, HEIZIE SAC I 2 FHFEES FRFEI N TND Z L1300 > T e b DD | ke
()72 SAC WFAET 272 & 9 DT biro Tnvieholz,

BT, EH SIIHEMIC S SAC BFEET D Z L 2= E 1k, T OHIEERE N MO A & 137
B EERLNE L, IHIC, EBREWZ LI @SB IR Z 37 7 AMEIIZ SAC
MBEET 252 L 2R T 5/ RE2E, AT, BIEE T TV DAHMIZEIT 5
SAC DO#RE K OV OfIIEBERE 2 R0z, 7 MMEIE ORRIEBFET LT2uy,

2. Spindle assembly checkpoint M#4&E
Z 2 TIE SAC DFEREIZ DT, BN 2 Bl fifgan LT <, Mfia/Eiio S #icERl L7
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YRz M BN O CIEREICIBHII A~ 3 2 2 &3 AR T 7 A5 RE L TRFFT 572
DICHBEDAT v 7T ThHhbH, E3 Db xF U H—E8TH D Anaphase-promoting
complex/cyclosome (APC/C) TR INTz 2 ROPERE S/ Lbdbae—v ) 0T %
B0 BR< 2 & TYREMENEECRIbD D & & BT, Cyclin 243~ L E < Z & T CDK DiFEM 41K
TEE, fMincE MRS %I~ L BT S5 (Sivakumar and Gorbsky, 2015), %o fksy
B2 EREICAT O 72X, X7 LR TV A RAERNEFSZNENOF R ha Tz, Miao
Bl ORGSR LT DHEABM/NENE LLFEA L, BEIZO 1D 103N 5 B3
& % (Nezi and Musacchio, 2009), KIZ, A ORAKD TR b a TIB/NEREET 5 2 L7
SYURGBEN IR E > TLE D & ZORAKITMILOPRIBICIY I TLEN, &
BOMII AR YRty ol b bhoTLE Y, 2O L) REOMIEEZIEY
HESRWEDIZFR F a7 EHERBUNEOREZEH L TWDF = v 7R A 2 b2y SAC
Th 5D, SACIZETDF R k3 7T S ORGEREMNE D FEET 5 2 & THER 3 H
D% F T, APC/C DIEMEZINHIT 5 Z & THIRD M B #I H %~ BT 2 fLE L, Mz
DE LWEEAIRIEZEY 3 £ CORRIRE T 2/E0 (2 1), 2D & & SAC ITHERH
VR EEARITHEEANE EREE L TV RNF R F a7 2R L U REL TWD, £,
APC/C DEHEOMEIL, F3x FaTIZRHEL TS SAC HEKRNLIEY HE D Mitotic
checkpoint complex (MCC) 73T T % Z & 351 541 TU % (London and Biggins, 2014a),

ZO LD ICEYTIZE DREREDFEMA I B 2 & 725 T 5 SAC Th 5 23, HEMIZ b [FER D
BEREDFAET D NIRFE DD > T RRD o, EFOILLFE, T /VEM TH DL r A X
X OROMfaE HWD Z & T, 1O THWIZEH SAC WFETHZ AR L
(Komaki and Schnittger, 2017), > F ¥ | BAR OB DML CIIM/INVEEAMERCTH LAV W
U BT 5 & MEEIN M IO HITTERT 523, SAC 2T 2 Bs DAL REK
TIEZD L) RERITBER SN o7, UL, Bikoi@y . oA ER R
TG AOMIBORISITEY TRELS BAD Z L L REBICHL N E o7z, £72. BT
SAC OIEMRIZAEFITHEATH D08, FWIT SAC OIEMENEL L THlE OAEBLRM FTik
ARICEEBIRONT, VY VIRINERCOAEFHEDBLZE Z 472 (Wang et al., 2012;
Komaki and Schnittger, 2017), Z#UiX, 4 Tix SAC OIEMENALFITITMHTITZR, A ML
2T SN DL EE R E 2RO & 2 ERT D,

i i %
\
R VN
X <>
~ =

SAC OFF

IL.M#F = 7 RA 2 b THDH SAC DEE

KHERIAI NG & DIEMERFEA AL L TORWE R b 3 7 GRANDIFEIET D &L SAC 2ATEME
b9 % Z & THBEIIAMEN L, BRI T 21ED (13, — B3 XTOFxFx b a7 BihsEg
WNE LFEAT D & SAC DMEER S v, MBREHI N BRI~ E BT T D,
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3. Spindle assembly checkpoint DA F &+ Fa7RE#KHRR

¥ SAC 1ZEI(C BUBL, BUBRI, BUB3, MADI, MAD2, MPS1 ® 6 2D X 737 & >
HAERL X415 (London and Biggins, 2014a), Z M9 H, MAD2 X2 DD a7 A— 9 V%
EDHZEDHBNTEY  ZNEI closed H’”(C—MAD2) & open U (O-MAD2) L FEIZN TV 5,
SAC DIEME(LICEI > 5 MPST IF I ITMIFRE (2 JR/ET 2 (Zhang et al., 2011), AIfEAY M H#iC
ADEL TR PaTHERATO 1 >THD NDCS0 24 LT, #/INVE & OFEGISL LTV
ROGHEAROF R F aTIZRBEL R UL F % b a 7KK Th D KNLL 2 U Uik d %,
U VRt & 472 KNLI 1% BUB1-BUB3 B &K% % b 22 7 IZJRTE S 5 (Shepperd et al., 2012;
Yamagishi et al., 2012), Z ®Kf, BUBI IZ[A U< BUB3 & #EAKZEKT 5 BUBRI %% % k

IZJR{E & % (Millband, and Hardwick, 2002), #&iZ, MPS1 73 BUB1 # U gk 3 52 &

T. MADI-C-MAD2 #A K% FF b a TIZFEUSA Z A, 2T SAC HRHE - 283%F % ha7
\ZJRIfET % Z & & 72 D (London, and Biggins, 2014b) (X 2), MADI & & $ 2% % b 2 7 IZRTE
L7z C-CMAD2 (%, filiDskiz @< = & THRREHIZFEET S O-MAD2 % C-MAD2 ~& 1
EOEBAFETSHLEZ SN TS (De Antoni et al., 2005), C-MAD2 ~& ZEH# X7z
MAD?2 % BUB3, BUBRI Z L C APC/C ®a 7 7 7 X —T& % CDC20 & 2, APC/C DiFEE
ZFET 5 MCC 2T 5 2 & TSAC RN T 5 2 & 725D, MCC IZ& £415 BUBRI 12
IERAE S 72 2 2D KEN-BOX (APC/C BB NFAAET DI H B0 LT, M <X
APC/C N L=z 72\, Zd7=8, BUBRI 2MAKE & LT APC/C IZHLY iAE 41,
AKDOIEE L OFRENEFEINLG 2O, FERE LT APC/IC OIEMHEIME T T % (Burton and
Solomon, 2007), SAC DfEBRIZITER % R PFET H 2 EBNM B TWD, ITF, UNE
& MPS1 23 NDC80 L[] UfEIkiZfE A3 2 Z E M E & e o7=(Ji et al, 2015), DFE V|
N T2 AR INE & DFE S DIMESL X AL72 NDC80 7> 5 1% SAC DIEMEALIR T 5 MPSI1 23 Teff
THZ L7V, SAC ZffbRT 2 —HeEioTNDHZ ENRBINTND

T b E2 7 SAC BRI TIIRE SN TN D b DD, E OHH %ﬂ%ﬁ}ﬁ BWTEWY
EDEWVWHRIHNE /RS> TWVAH(X 2AB), £7. B TIEIMBICOAF R haTIZ/IEL T
W2 MPST 23, v A XA FTEBBICB O THRERICE R ha T IZ/BELTEY, o
X 912 SAC DIEMALDMEE 20T E b o> Ty, 72, BTt MPS1 23MlLod SAC
WA TFOX 3 a7 BIECETIA =z —F—L LT ZERARENTH S M
(Maciejowski et al., 2010), > 24 XF X F TlZ MAD2 ODF % b 27 JFIEICOBHLETHY |
fno> SAC HERLA T D JHTEIZIZBI G- Levy, WIZ, BTk MAD1 @ RTEIZ N E e BUBI I3
Kinase KX A v #FH, FD VU Ug{bEElX Aurora kinase DF % b 2 7 ~DFIEICEE TH 5
Z ENHBN TV D D (Ricke et al., 2012), > 12 A XX F @ BUB1 EED ¥ > 737 E1Z1F Kinase
RAAL NIFET D H DD, MADI & DFEAEF—T7NREL TS, EBE, EE 5O
25 AEY O BUBL BED & 2 37X MADL O %k 2 7 GRS EIRNZ RIS E 7
ST, SHITEANZFELSANIZEZ A, vaA XF X 2 DfFET D BUBRI B & >
RIBEDHHD 1 DI MADl DOFEEEF—7MREESNTEY . HWERNICENTHZO
BUBRI £ % /X7 E D 1 273 MAD1 OFX R b a7 JFIEICMHATH D Z Enbhrotz, L
FofER LY, B0 BUBL & BUBRI OEEDHY TIX 3 2D X X7 BIZHRES L E 1
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TWAZEWRENT, £Z T, FELITHYO BUBL #k% > /X7 E% BMF1 & L, 2 2&
% BUBRI #£® 5 5 KEN-BOX Z{#Fi9 2% 1 D% BMF2, = L CMADI ®OF X% b 2 7 JF1EIC
5925t D% BMF3 &4 1) 7=(Komaki and Schnittger, 2017) (Xl 2B), MADI1-MAD2 # &4
ISHEZ HAFIET 5 A3 (Ding et al., 2012), . i MAD2 7% C-MAD2 & O-MAD2 @ 2 DD
REZFFOMII B E STV, KEZIC, vaA XFXFI2iE 3 5D BUB3 BMFE(EL,
Z 4 BUB3.1,BUB3.2 % L T BUB3.3 & IE{F4L TV % (Lermontova et al., 2008), Z D 9 &
BUB3.1 & BUB32 X7 7 777 A hOHRREIZHEL, T3 b a7 IUIFELRN D &)
5. SAC & L COMRRIZFF > T & Ebisd, —J, BUB3.3 O EKIIMO SAC 45
REFERRICA VY AERZ A2 R~ 2 Evb, SACD—EE LTIV TV D Z L avRIR
b,

Z DRRIZ, B T2 SAC ORI TIIRF SN TNDEHOD, TR a7 ~DfF
R TIERRR AL RO 5, £7-. BUB3.1 X BUB3.2, % L C BMF3 ORRIZHEMIZ D F
RSN H VX TENFIET H 2 &b b BY) T SAC OB 70 5 = & A T8
SNd,

A Wiy / EEE: 4

MAD2 MAD2

T & gl T & 35
EE 5|3 it £3
EE @usD ~. ERE :
= Sl

= BUBI CEED BMFL (3¢ —FiitE)
Y Wl BMF3 (MADI1#S)

1 BUBRI ——— ([_I) BMF2 (MCC?)
X 2. BEMICIIT D SAC DX k27 ~OFIFERRE L OMEREDE W
(A) SAC D F 3% b a7 JafEkER, fi¥ D BUB3 1% SAC #LIKFD %% b 2 7 JHfEIC S5 L7
VY, (B) SAC A% IN 7-DRERE b, BICBERED BUBL DMRFF L TV D FF—F KA A (k)
& MADI fi&TF— 7 (#)3, Hi# Tl BMFI & BMF3 (20N CHFEET D, £7-. T
IZ KEN-BOX(%8)% ##> BMF2 /S MCC ®— B & U CTHRET 2 Z & AVRIB E N5,
(Komaki and Schnittger, 2017 £ ¥ | s L CHaHL, )

4. WEMIZBI+545/ LfEMNE Spindle assembly checkpoint MRA{FRE

M HIO BRI B Oy INE G IREA A BT 5 & HiEAMNE E R b2 T O
L LT AE G DN TE T, SAC IZ X » TR M #IHhcERd 2, £2< 054,
ZOEMNERRR S ENRT D LR EOEERATNL, LirL, I bk
I3 SAC DIEMAL LTEREEDO EEHBRINTRIT T2 L0 MmboNnN TR, ZO8E % SAC
adaptation ¥ 7= % mitotic slippage & IFF5%(Rossio et al., 2010) (¥ 3), & FOMa X, HHTo
ST NKD 20 BERETRGE L 7= # i lZ SAC adaptation % 2 Z 3HEI A H D, 2 5D F TORF
X EMREE L CHIBREIC K> TH B b Z & AEIE S LTV S (Rieder, and Maiato, 2004),
SAC adaptation #2 Z L7c R, fUNE & ¥ b a7 ORGP RERREEHRIICEAT D
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7o, 2 DOBRMIRIO &6 HICH AT TE T HRMICEY RSN R aEREA TSN TL
9, —EROYOIRE Lo THIRAIIIE T R =T R X o THERR SN DB A L H UL, =0
FEHT DK EIT) ZELH D728, SAC adaptation (ZEMIHIILIZ & > TIEFITAREE 72
Blge Ll LRk ST 5 (Dai et al., 2004), ZHVETDHOEZ A, Z @ SAC adaptation 232 2
BHIRHII R TH D25, 1 DO ATRENE & LT Cyclin DA ZEE S CDK OFEMEIK T 2385 L
TUWD Z & HIRIE X3 TV A (Brito, and Rieder. 2006), B#fiAE Tl SAC OIFIELIRREIZ B
T APC/C DIEMEILENTZRETIZARW O, b T hIcfE-> T b APC/C IHMEIZ & - T Cyclin
DRANIIRSITNE | I M 12 HERF T X 57217 @ Cyclin-CDK # AR % TR C &
<725, DD, KFF# SAC IZ K > THHNTIEH L 72 Ml Tl SAC 2MEMH L Lo E £
CDK OJEMAR T 2 & | Ml DB ~DOBIT-OF U 1% SAC adaptation N5 X Z I b &5
ZHib,

—Ji. MW TIE, BEO—EREL L TERICEREOHNE BEGLEMNZ LT 52 L TF
J MEIEM ZAED 3 2 L MTh TE T2, 2O X 9 il lTfE Y i Sz 8L EmI X,
HARSUCAFAET DAEEA L & b5 & RIERIZ I W TERBUR A2 TR T D B A m O
ZHZTWDON, B LT R VB HE T LT REKRT Z ENAIRETH D (Songet al,,
1995; Comai et al., 2000), & HITITFEDOIFIEN S, BFT 52 TORE HEMILE O OETE
THRSELIEDT ) MEMERLZ LTWDZ EBRHA LML 225 T2(Jiao et al., 2012), DO F
D, 7 AMEMPES K Z DB TR RE L T A AR THY . BFIHEL
THAY TN G IEF IR CTH DM, 200 THEIES > T\ ole, EE S
o mrA XF AT E AT, @IREOHUNE EABRLEA O LR KAE T M~ 2%
BIER LT L A IS SER 2 TR 23 SAC I & % Tl ToiEs 28 = L 7= (Komaki and
Schnittger, 2017), L72>L. Ei¥pfila L 135870 0 @mREOM/NEREA 203 LT Ch, b
T02 90 531%121d SAC DIEHENHRTH Z LN LN E o7, S HIZEL Z L1Z, SAC A
FRBR ST AIIRIE 2 DIC AT H 2 e SHICHEBI S 2 fFIC 2 TV DYtk a2 2T
AT 1T ODOMBIZRS Z ER Do T2(1¥ 3), ZAUTHIBAND T ) ABMEM LT Z & & Bk
T2, FEE, 1 DICRST-MRABE L TAD L, BHEIL 10 K TH DT OYEERN 20 &
ML TWD Z ERERINTZ, DFD ., B BATOILTWD T/ AMEITEY O 1F il
FRIZR W T H [ARRIC ., SHEER S T X 2205 7 C SAC DMEFR SN D Z L IZ X » TR D
BEEALNBIEEZ SN TS Z LR END,

O XD IZEMEY T, MRS IER IS TE R0 A R L RRBEAN e T2 R D KOG 728 B
DT EDBWLNTRYDODH D, L, WA N VAR TIZE W T SAC ZfEFRT 5
FERE 3R T2 > TRy, 72, TORITEZ 2757 7 MEMO AW FRIEFRIZ OV T
HLABBE LT BERH S,

5. BE

SAC 3R I T 30 FFIE < DT L b B9, FlEIZ B W CTIEZE DIFFE B KR &
2o TWhehotlz, EELIZETNAEM THLY aA X T AT E2HANDZ & T, YR
SAC ZFfO Z L2 WD CTHHIEIRT & &b, TOMEEREME R L EHLME LT,
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FT. B TIIOAEBICIB N T, MPST AHIIREN S X b a7 ~EBET 25 Z LAY SAC D
[EMHAGICEE TH D Z EDNH BN TWDH A, fili O MPST ITfifia)/E 28 CCTRIZF xR b=
TIZTRE L T, ZHUTEMEMIC I T SAC OIEMACEREN B2 % Z L 2R 5%, B
TIE NDC80 #41 L C MPS1 33 b a TIZHET 2 Z ENHLMNITR2->TNDH, T
[J R MBI N T WA T b o TR, FORXZRFERE LT, lIOX % ka7 24
KT DB R EREBNIZE A EH DN o TN ERFEITF B LD, BT 100 ELL
EDZ U RTENRFR N TERIZED - TV D Z EMREHITE D (Cheeseman, and Desai,
2008), F k=T EAHSEARBU NG OFEA Z BT D SAC OFIHBERE A ST 57201
DX b a7 T D N7 EEMREICERRE L TS ERH D & b,
WIZ, FEIE BMF3 & MEEN DA O SAC H#ERIN 12 Fi> Z & by~ 7=, BMF3 11,
B4 BUBL 23F2 2 DO FHRERED 59 H, MADL ¥ h a7 IZRESE HHED %
LTV, b9 1 SOMETH DX —BiEMILX BMF1 % 13> T\ 5, 7282 0k

(CHERE T HE DN Z o 72T DDy > TORWA D BN RAF SN TV LRI TH D72
TN

Vi N,

D,
(f <> )
\ >
® .t bk 18-20 B
’T STH

()

(SAC adaptation)

o XA 122 ] @ o7 AfEm

' DEDFEM ?
W
AR
W ZHEHAL?
AA
W, I LR AENT AT D 2 & THEMEA O SAC OFIEHEAE ORI EN D Z E RIS

Do

3. FRED A N LU ASM TIZH T 2 BEY RN O KGO

EBHE . MlEIX SAC % ON(IREFEND S OFF(FREMIZ L721% T, %I ITT 5, Lo,
BREE DA N U AR S B O —E8IL SAC ZiEbRT 5 Z &7 < BIICBITL T
L £V (SAC adaptation), 77K h—T R X > THbrs b, & L ITMID T AbzE 5| i
29, —FH, A XFTAFIFEED A R LRI STV SIS B b REHE T SAC %
fEERT 5, O, FIIIDEEITDRNT S I THERL L7 et iik a2 2 CTREF L7 1 DOH
RIZR D, EO%, M LIZMIaR 3R E /T 52 & T, Z2HAEEEREI &R 2 2 & 030R
b,

FEM D SACICEHL TDOH o & b RE B, A b U ARKEE LRI 240 rh ) TR
s L7233 B DINEICB W TS S, il ERo X L Ricilisivsd &, SAC
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DIEMAL LI EE TR b= R X o> THERR S D, B L < 1L SAC adaptation 238 2 5 Z &
LS THRMNEBITLTLEY 2RO TWD, —F, MM TIEFREEDO A b LALLM
TIZBWT SAC DFERRNE Z 2 & & BITHIRITPHET 2 2 L7 < 0D 1 SOMKIIZRES =
ETH ) MMEMERZTZ ENbhotz, ZOBRGITHEMMN YT ) 2SN Z S HE R S Z 31
BaEIESHATEDLEZONDN, 7 MEMEEZ LSRRI mb 572010
X, BN REERVBZ DIMNERH D, L, FNEE s LAY RY R0 1
ZTCLESTWLZEICED, erlRk 2 EIZ DT 2 Z ENRETH D, TDHT = v
7 RA MK o THESEPMERH L T LEW RIEREZZR T ZENIEEAERARETH 5,
INETOLE A, MO E I EUFEEEN 72 SAC BIFIET 2 TR STV 72 WA, &
J AR LTI BB 2 TER T 2B I m < 2 b oD, WIMRZZRT Z LN ATETH
%o ZAUIHHIR O TBIRINT- X DT, F AMEIEY O EUT BN T H R E
L7812, SAC bR DN FEIET 5 Z LRI D, S LRI L - THE
DS DNV, 7 DEIEM B IRIACCTIEY T BEGROBELIRTIE2 2
Hks L HiRE SN D,

6. HiEF
AFETHEY B 7=, W2 351F 5 Spindle assembly checkpoint DAFFCIZHEFH T DS = 5 2
TL 72 & 572, Hamburg K5 Arp Schnittger 520 L 0 G L EF E9,
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1. [XCHIC

AR OR S U, BEkA & B2 = L 1Tz, BWla A L5 X 95 2tk

(centrosome) ZFFZ72N2 LD BV D, BMWIIEIZIS 1T 2 H U TR S 1 2 18 U Cfa iy
DFEEIPNETERH L TH D, M2 IV TIE, FRERMRICALE L, SRR NE OFF
ik, Bz, MR R E I BRI A R T, AUk UREAER IR R B e iy Ve
TR 2 FFT2 9, RESEMANIE 1 RUSINOR U722V oy L 72 2 5> (Smirmova & Bajer 1992; Wasteneys
2002), UL, BEEIZE 2L, HUMER N2 S I3 T OMIE ORI CTH 0, fkEEm DK
oy G, HhEE, =7 - MY, —EORTFAEY) TIPS Z USRI ORIED
HHNTWD, £7o, TMEOAREEL, T4 7 ifkEOMaOATEE LA L TWD,
b2 LHEI D S ba iyl v 17 ) I AT O FIXEE A E DG 2 ROWEL D, KEEY
ZIAL —EOBRTHE (1 F a3 Ui V7 V) TIIEFIIE~ B AROHEL LS (K1) .
ZNHOREWTIE, PEBICH1LvIMA(centriole) A A 72 HL AR Z AUTHAIOREE S, KB RE
FECHEIEPNIC —EACHHEL L, PR HLy MR DS B HS5 0D FL /| MA (basal body)~ & Z2E3 5,
—77, KGRIl ERE A8 U CEEIIIIC R Y R b BIAEDOREFREY T, R
IMEBHIE B RTZ720,

RN 1T DA, HERICEET 201783, fE OBt L, b2 EAERA Oy NE R
DR « ZER-E - POOERDIHRE B 2 5 L CTEHERERARIET 5 B2 6D, AR TIL,
TMIZIBT LD ESR, TOvME, JEE/ME, i, X774 il B A Ok
TORNERIZONT, HFFER EFAIDOMRIZONTE L 0Tz,

2. MR & [T

UMK, TUNE DB S c—af o FuivIMA (FFUDKE,  centrioles) & Z DJEIFAZ B Y FHTe
RIEFDOHFIMARELIYE  (pericentriolar material: PCM) 726 72 HA81&E T D, PIRBOHLLVIMAIL 9
AROFL 3 Y INE DEMEAFR IR A TEERRAY 200 nm OFEROEIERTH 5, SR 72 B
faClL 2 SOHPLIMEITY U —& 7B THEE SN TE Y, BWICEART 2 ICELET 5,
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WFHED

KRS
A8
BRTFHED

AFavE
VER

s | =
eh7/ hXSHE _’WJ

v/ a4

Y IUERE 3§

*H
gLIVIVET UL
sO0+JA%E
AVRAT4E
Rt

®1. R+LTMENORGER (ER) LHEFOME A~F) . REEPOEMTHEE - MELILVREHETT, BEEMAIC
mz, BFEDEETFEDORGEL CHE - BEDHEIHILIZEEEEZ OIS, A 37 EFEY OKF. B ¥

(V558) DFEF. C 2X=3 (EHS/ HXF$H) OFF. DRXTY (€8 OFBF. B aLA7r—ToilsEF, F: ov P
I EDFEF, Hodges et al. 2012, 5% 1969 #HEE,

Z D L9 72 MARITHIR 3 ZUR AR R S 4, RSOl S 4, HEE - AR
728, BWUNE ZER & U TH OEEEDTER SAVOBRITIE, L6 OFERGE AT S ELE/ME
~NETT D, PIVvMEZRELY &L, BEDE T ENBRH PCM T, y Fa—T7 VU
JH#ER (y-tubulin ring complex: y-TuRC) ME/INEDHEAGE L L THRE L, A ORIREN
DI INERER 7 R OFFEER 72 E3RMEZ R & LT SIS, DFE D, HORIIREERIC
ZEHME (FULVME - PCM) 3B 57210 T <, R CRRE/METERL « MIIRERVNETZRD 126
CZHMERHREDOBIND, BEEEY O IMRIE, KRR O A @I HHEL L, HEE O FLE )
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KE7e DT, AINERAZE U CHIERZBICNADIEE TIIRWZ LITA 60 TH D, FETH L
IMEIE, BRx LB IO T B REER DA BARIZITNZA TRNW I EARIN TN D, BB
FIERREZIE, R MBI 2 42 U7 JERIME A~ L o o 124418, WiSERDSTER S, 2 O
WIEH OV IMER 2N T EEIZE STV 5 (Yamashiki & Kawamura 1998) , (FFLUEREAMICICES
UWNTEBRAIZ POV IME DR 21T - 72 A (Khodjakov et al .2000), T LvIMADERLZ L L7~
A (Bastoetal. 2006) 72 & Ch, HMEOBRENZRFHSEIRS R SIS, 7272 L, Efiia CIdth
SE(R DT RN B DS /> 4 ONLE 2 BLE T 5728, MR LT R e E 5y Zdm Ok
TEWCEHEETH D (Rappaport 1986), —J7, W FAEMOHINETIL, HHEEROIZANLE TN 2y 24
DYPEITHE O HETITR L, BOROFNS, SR EHMNEH (preprophase band of microtubule;
PPB) DFERALEIZ K > TIRIE S 415 (Mineyuki 1999),

Wi EASRED “HMEA A T, POV MEE ST TIMEDIFE, B ERR CRIFIE VX
B0, WL ODDORMEECIRELOERZE LT, PivMRITZERICAEDN TS, HEETIE
TR A &\ o 72 R I 2 LIRS UL IMERATRER DN B Kbt T D, £ 0
R v \ZFERERE @ Spindle Pole Body (SPB)IZAAER &A1 5, M EICAFAE LHULVIMER & 7272 Ml
/NEEAHLDVET AL T D (Celio et al 2006), HARAM TIE, T XTOALEE, —HOfEAE
WIIATEBR 208 U CHUVIMEZ B 72700, 2D Z 21X, TS OEMDSTERMEDOMINZ © 72720
Z & LRIE L TU S (Yubuki & Leander 2013), HLVIMAD MR % 22540 CRONT-— T, v-F
2=V gL R EEART, TRTOERAY O NEEATLE LTHEEL TV D
& & 2 b D (Farache etal. 2018), HHOMEA (FUlvIME) Z B 7272VMEWTIX, v-TFa—7 Y %25
To &t LRV A RDBE O/ INE BICELE L, Z 20O NEDTERR S5 Z & DSHGE
IERIZ HE e &E 2> T D & 2 BTV 2D (Murata et al. 2007; Hotta et al. 2012),

LV IMEIE,  BEFEO HUV IME D RAERIERLC L o TRIIAPIZ #1213 LB S b
DPEETIH DD, denovo |IZHBL L) 562 bbb, B LMY CIIAHIEORE TAIRC
DI, FETOMELUTE U3 @ HBLL, SRR OMIS 2B S35 Z L iy,
JRIZEN) 75 & C BB DRI O UL IME HBL S 217238 % (Azimzadeh etal. 2012), FHHESE)
BT, FEERIIHITVE HF O L MERDBRIOEZ 1T 5 &, BEFO O MEO TR T,
H IO MEBSTERR SN D, SHIREM TIE, ZEOMEZE b OMINMET 2882, £< D
UL MEDERIRDBEF R E DBV EIEDONE TR SN D Z ERBIR SN TEY, ZofEEsd
IMEEIIXBI L CF 2—7 1 Y —2A (deuterosome) & LiFiLCTW5b, I, T2—7 1Y/ —A
TR & B0, Ry MR Z T AERINTIERL S LD &% %2 53TV % D3 (Sorokin 1968;
Zhao etal. 2013), 5O HLL/IMERBEF D 1 SOHMEOERUZHKT 2 0 @iELH D (Al
Jord 2014),

BIMEBIEIET DL D, Al « U« BT ORE RO /3 2RI TR A AE
WEONBI, WEOBRYEMEOBENOBIZ, HBOIEINIET D L IICh D 2 LRSS
TWe, ZORREHEEL, MIBNICERFEET 280 i i & 1 XXEI LT [4EEE)
(blepharoplast) & FEALT X 7= (Webber 1901; Ikeno 1905; Lepper 1956; 5% 1969) , BEIXE 1
PEISERIC L 2 BIE D, ABBRONERIC, IR TR S DR OIS Uiz ity IMAA
FAET D Mo TEY, EBETHOLE L FHFIORHSE & A7 STV D (Mizukami et
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al.1966), 72721, BIfE b v X RHPOH T T A B AL D ZE D Tl IME % Ff o T ERIR O IVE T
pRHULE, HFMATIE AR ARK (L7 rye IR N ERiEnS ZEREZ (K2D) , a7
FEI) DN T FERIRE O BRI Oy INEFE R N A O FRZAER) O UM & RIERIZ 13D Ly MED Z.
HEL BT, HFulMRE Xidhd Z E23%uy (X2B)

U ED XS, g - #reD —HEMED- 0 THIME] OFERITEHLWESH Y, BTy
FMAD TR RICIIRE 2 72 b D3N D, Mazia (1984, 1987)D & 5 (2, v MEDFHETIT/2 <,
HFMADH INET R E U COMSREZ EEM L, B i CHURIRIIZ 2 50 5 438 L TR SEIR
&zt [HU0MAK] (flexible centrosome) & fiFIRT 55 2 F b b D, AFTIL, B EMMIZIBNT,
WEZ 1 XfOHIMEZ b ot % THUME)] LS Z e T%, 1AL EDOHFLVIMEEFED,
BERERVICAHE oM S TAEBMIR) & K5 HUlME, &2 WITABMRITEE Y TIE, = 7Y,
EKEY, BRAREY (AT a Uil VTR IR THET D,

A B C D‘
S SNl
7N 7N IR 4 ‘\R\

2. BEEYMTHONDIPMEOZNIZEULEE, A BEXT 5 —HORVMZESTHRIME (FEE . B BIIZHhivMAZES
Tk (v DVE -3 - ENT/ AXSE) o C RIVMREEELGUMBREE Q7ENS (5 . D ZROPIVMEEELE
B (U5 - RFED .

3. MFE & (EfaH

HiE (flagellum) (ZOWTCIE, JFEAY & BEEAY CTHRIELOMREE £, 2R D A0 Tx
ZIZxtL, R CAHBMEDILTWD, MIBEEOMEN T 7 =) U2 R ENGRY, HEHT
B A S REET 2 DIk L, ERAEMOMIE CIIuINE DD 7 HHEEER (axoneme) 23 ZF 1%
WFET D44 = EOMBAERIC LY ElT 5, BN CIIE IR L HBIERE i s
5D LARI &, WEK DOBREN 1R JE P~ DK 2 AE Y 7, Bld 2 NI OZSEEIEIC DN T,
B, BE, BB E OEWCESWT, ¥ (flagellum, pl. flagella) & #%E (cilium, pl. cilia) &
V) HREDMEVV YT BT & 72, flagellum & cilium 1 ZZ3VENEEIRDY whips (#f) & eyelashes (&
DF) THY, VD7 MR L TRWEAITIE THIR) |, Z28UFE UMIRIC LTV
AT TR LEWDTDZEBE0, 72721, BEREAEMOHIE LEICOWT, B
L)L C O OGS IS | i O B 72 XBILAIERED B, BiE OEWCOW T, #iE
EE) & EEEN R SN TE 22, EERICIE, AT LM REE N DY, IS
CIXTERY, HEEOIRELE X578, EZAEMOEIITHE & & bIDFEAEY &350 H
FH(undulipodium 72 £)% & T 25X & (Margulis 1980 72 D E DERH D, FT-, BEZEMOME -

BSJ-Review 9:181 (2018)



TEPI R A ATRR 9:182 (2018)

WEZXHET 12U 7] (cilium,cilia) &FRKFL L TWDH1H L0, AFfETlE, Renzaglia& Garbary
(2001)72 Wi~ T, B EHEWORIERORGEL, 28d 556 T THiE] 2L Lo b O LR
LU, 7T ifE] (flagellum, pl. flagella) & FKFLT 5,

BN OMFEOWI 24 B - BIMET CRIZET 5 &, 9ARD 2RV IVE DN 2 RO NE 2B [
ATV DRSNS BIZE TE 5 (OR20E)  (BI3AMRD o 20X 5 RBuNE S 72 Dk
TEDOARBCE AN IIEIAVVEIREC L S RFE SN TV D, HIBOWELIERE LT, A r~—#
BROISEEM D ERAEY ORI IA LIz & DF 2 7 (Sagan 1967) 3& 5738, HERA - I b=
R U7 QIR & AR TR IFFES TN D LT 270,

RIS o y R
AR b o Lo

3. JEBNOEEENOMNEDERIT,. B2E/MAMILOARD I EHNE AE, BE, (8 HNEEMMRICEEL TS, FEDOBT
WTIHCEAIHRL, 9RO 2BMNELLY, PRIZ2ADMNMNERGHENS, £FIDa, b, ¢ & EZI7EFOHEEEATIME
BIZHET SREIDEMUIA ZR Y. BITH T, HHNCEROBENFET 5.

4 . REEWEYOFILIME - BEEZERT SHNE

B EAEIC ISV T, HvIMA « JRECIMAIE 9 ROV SERINEN DR, IR AT D
WUNERE S, 9RO 238U NE D 2 ROBUINEZ LY A TWD T, toEREY & L <
TW5, HiEEROH LD 2 ROMUINE »> DI dradial spoke?dERFH D 9 AR 2 85 NEIZHONTE
0, 2EMUNERI LI THER STV A, 23 VINE DAE DN GIXE A = VBEMBMEONT
BY, B—F—~y FRAL DO 28 HUNEOBEIZHEET 5 L ) ICEE LT\, Rk
TIXIAD 2HEZRNT, XA =AM E NBIRAFIET 528, A U7 Mgy (st
& B BREY)) TIEd T o 2 HAE THMEE A KU TV 5 (Hyams & Campbell 1985), #f7E D FAHBIL,
ULV IMRIZH SRS 257 Th 0, FLJE/IMA(basal body, kinetosome) & FE( XA, HEEOBRERTT & 1% Wr
HOREEDR R > T D (KBEM) , FEEAMADITAIA (proximal end) (XHCVIMA & [EIERIZ, (]
e PR BCE L7 9 R 3V IVE (A%, B, C&) 72H7rd, LinL, MBIt
Arfl (distal end) OFATH (BERLAEIK) TIZCENERL, 9RO 2 #HUNENA LD, ksl
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WCixy s A7EERE, ZOBATHICRHEN 72 BRI OBEPFET 2 (3HIE)  thoER
EMORATH CIE, YU > F— (Y-links) & K35, 2 HUNE 2 B ORI ERIIRE OO
DIEENFEIIC R B D 3, R FHEIE Z & R < (Barker etal.2014), $fFEDHER & Z DJED O
gL, MEEIE (flagellar apparatus) & T, MUNERENLISNOBHERMESE )G D, &7
BRI R S N A B 5,

5. REBMEMOMIESREE, FEEXEDZHKME

TR ORIy SEERE, MIEEE OIIZEY, MO 2EoHliEEEICRE L 22505147

WD LEWOMNILTE T, FBEEDZ LN, BRRFFICHIEPREET, 7742377 X

MZ & D SROAYMIE 73R ZAT 5 OISR L, Biliefaohe LAY CIE, By RIHTRZIR D AR
L, 77 27%F77 A ML 50535 %1T 9 (Stewart et al. 1973; Pickett-Heaps 1975), #iE
EBITOWTIL, AR TIX 2 DOREE/IMED T - T 5 KO RAECTRE L, HWERE X
XN D REEDSHIFENIZ X FRUCELE T 5 12320 (Mattox & Stewart 1984), —J7, Hifilipafs & [
ERE U, 2 AROBE MEDTATROZAUTITV R DY, £ O FIZEEOMyINE BFRIRICIETY,
I HIZED FIT 3B DJ@RIEE ) FE A 72 - TV D (Carothers & Kreitner 1968; Kreitner & Carothers
1976; Graham & McBride 1979), ZiU3Z @& (Multilayered structure: MLS) & XiZid (X4
G) . HifihEadE & e EAEY) O Z D O REO BRI I HE 2 b7 A b L7 M) O B
WMtE A LR 2 & LTI B AL TV D (Pickett-Heaps 1975), MLS Ofg FED A 7Z A L 3N
EInben Z EaRITIE, MLS 2T 5ROV TIE S Do TV,

EHCIIERE ORI o/ N B B Z L IR BRI E A DIV D DY, [ EREY)
TIFH BN TWARY, A S OIUTHIIR ) RAERE, HECHEIEEDOZIRMEIT S HIZZIEIT &
S0, AT, B & B bR 2 A DT A N U MEOHUME & HERIZ OV TR
N9 %, BHEERNBIEA B LT MEIZBWT, HUME & HFROATRER D D D527 AN,
PO, BRFYHE, A EMORECOMNACRE -2 e sing (K1) , HlissdE, = 74
Y, vAENEY), BT, RO HBLERE, HWEOH, BLER SOV THEX 2EI03 5
U5 (Garbary et al. 1993; Renzaglia et al. 2000; Renzaglia & Garbary 2001) , LAF, &2FEREORE
FRIBFRLZ DU TR INVE I B #& R 2 IS4 %,

6-1. B
BRI DR O E 3 7 IO 2 582 &0, MIRLEEIIRF- 70, HER 2 3 7ol
NS DU AT O A 0538 5D Z & A% (Duncan et al. 1997), H#liEHED 5 © B~
RS A Y 2T ¢ 7<= (Mesostigma) <°7 B 1 %7 A (Chlorokybus) , ZHllaTH D23, LD
Ml B blEETEERL D D27 V7 Y VIT 7 A (Klebsormidium) & = VA7 —7
(Coleochaete) 1%, 2 < OfkifEdA & [FIRRIS, FORFAVERIC LD HEFF S D Tl IMAZ R > Tk
D, 2 OOHLIMENEMIZIS K D ITFEET DR DBIE STV D, 2O LD Zeulgidds
FERTERL O INETZ R & L TH @&, NEO L/ MRITHEEDOEE/IMA L 725 (Graham &
Wedemayer 1984; Graham & Repavich 1989) , —77, /% V7 & H(Charales) ClZ, Ak DH5TE
TR T ) & [RRRITHE O SRV MR Z & © o8 C, & ZIZHIVIMEZ FRo o FUlMER R & D 6
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U720y (Pickett-Heaps. 1967, 1968) . v 7€ HOHULVIMAIL, KT DERNITHAERIC HEL
THEEZ LTS (Pickett-Heaps. 1967) ., BBIESEA DG - Tl 2 -2 D FLJE/ MR IA SO T
ALTVDR, HEETALND L O 7%, BEEE/MEERSL S 7otiE (VY77 AR 137
EL 720 & S35 (Turner 1968; Vouilloud et al. 2005), HHEFED 7 L7 Y LT 4 7 AL LA
r—7 B CIRilEE 08 TR PO OINE 2 FE008, % V7 & H OFS T I3E < IREk T
BV, WENETITHOND L O RIEE/NMEDORE bk FE O b o & I TV % (Marchant et
al.1973), FEIME CHIEN R F IO 1L, v v U7 B OEIRSe, a7 - Y XRD
EINGR 2T D 72 OB R IREE L Th o Teb LilZevy, 77X REFTATHALNAS LD
TRBEEMCEZE LT BRIC A DD RIBIAAD KA L TWA Z &b, APREROIEINER D& L Bl
N DM LV (Sakaushi etal. 2003) , 7 7 I RETADZ A =R IEBIRT, BEE
W4 72 - T2 RO %Rk & /R < Z & (Kamiya & Okamoto 1985)1%, A k L7 M DR 1-Dififik
NEA =AM RS Z L, b ERERSI TR OEEE DO 2L & B> T\ 5 A REME &
N

6-2. a~tEY

TR CIE, HMEDRE TR ORS, AEREMIEHIC —@a B L, BB NETERK
Hlh & L CHEET 2, HOMEOWNENICIL 2 DO HL/IMEDNEZNC D72 53 o 7o B A ZHub /Mg
(bicentrioles) &\ ) HEEMN A & 8 5415 (Moser & Kreitner 1970) (X14C.D) , [RIEEOHEE DO HIL
MR, v U7 EB ORI COLEE SIS (Tumner 1968), ¥ A JHTIXES Ly IMAITR
AR T 2 DITHBEL, BE/IMEE 720, I D 2 ROUFENZEK S 415 (Robbins 1984), i
JaDHEF~ L ERET 2R T, MIRE DM/, BOER LEE, BTrRAOMIVERSE LK/
i, HiE, A7 742) OFRNPEI 5, FERLIE L, BROMIEIZ1 >0 har R
TRd Y, ZIEREERICHET DS MED BE IR T 2 ROMENFATITHO TN D, fkE
$HC R B A2 FEJEIMATR L 2 45 SSHEHEIRAE IS 1270 YRR T 5, VIR TEEE L 7o
Kz EHTEY, Fh ) XA T T A b TN D80 NE DS HEHRICELN 3 5 (Kreitner
1977ab) (X 4H) ., BEOMIEIZIZ 1 S>OBFEKRE 15D har RUTRS 5,
EHEOPBIE LT arit (B=27) ORTFIZRBERE - 58k LIcH O A 4 5 1R T,
WEFIEEORRE, ORI, a7imo 38 (R 248 - Y 378) TEKETWS
W, ST L, I EOREOENLAEDLND, V) ATEO 1T, FBRAEKRS
A% ZEIHT ORI — R OES| ZHulvIME (4 DOHULIME) 2SHBLL, BRI RSl
21X 1 DOEF] —HULME (2 5OHLVIME) 236847 £41% (Vaughn & Renzaglia 1998), H0/MA
D, MBLORK, # A I 77 CITIESERERH D ATRENDR H Y, EORDFEPLETH D
S, ZAVETOMTEE, s o iy METESN: S EAI iy IMEE LTHELL, D% D
M2 AW 208 U CHEILE NS Z LR 2 L AR LTS, B H MRS 1o
TORSSNDZ LIE, TN 2 RKOMIEEZ O & XIS LTWAD, 4R HiE% 4 Off
$OWE (Shimamuraetal. 1999,2015) &5, #HHE ¥ A FHTIL 2 DOHEE/MEIZL, AIZIZT
TATICERE L CIESAS, Y 78T, migo Tk, AWVZETRET 2, 1ZEA
E O I fEY) TR T ORI TR )N EMFE A RO THE L TV A3 ) S 3 BIAM A
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4 BEBTFEME TR L -2 S BOB T RE A SN AHINER. A HEMR (Y E=S%) . REEIEEE (PO, KED AEE
5, B EHAAOIAE BFHEOBLHRROEL, SHUMNE (RE) AHUTIG, C HEMEE (E=34) . BAI=HiME 66 &
ED) AMHIIS B, D: EAI=LvVMA BO) DA (B=I4) . E: SEROZENME BB) . F: £E/NME BB) OIAR (H=d4) . B
BI=FMAIZ 2 DISHEE L, REMAL B S, G SEHER L) (E=3%) . SROMMEN—TBITESILER TS/ (P £2hE
BITE T ABRIEA S Y, BHI LIV KU (D) LEELTNS, H RT54 UHMESPD) (rE=%) .
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JE (dextral) Td»% (Renzaglia & Duckett 1989), ARAERO A7 Z A AU INEITIET 10 A2~ H5 10
RKTHY, aFZEYOREZ L ITE VDAL I D (Renzaglia & Duckett 1987), 2~ F I 7 &
(Haplomitrium) CiE, BOEHEDFEENMEL, KWIRAEE 28D A 7T A U0 INEIE 100 ALL AT
T 5, FREEHCEMROI hay B 7OBEMMRIIEERIC /2> T\ D,

7\

Y| .8
| 4
A 87 28
MRFZ A B ZHutv]vE B/ VA WE - AT 74 VM
5 HE-d7BFRAEREOERR (F: #MNE F & K PMEABEES VAV BEDOLN) . BREETIEINEC RV MEE DT
VB EAD EE M/ NER R PID & L THEET 5. BEMIETERI/ME (BEFIZhiME) AHERL, BIZhivMEEETH
MADTHEBAIBICIE T %, BRI CIIESN —FIvMARDBEL, BEEIMAEL S, FMEDSBUIMNENRR TS 1 oML,
HE/IMAN S IFEENMB U S, AHITTR L-BETFOEXR, NS: SEHEES, BB: HE/IMK M: BHI har RKY7, F: #iE,
N % S: RTSqUuME P BB v Y7, P &K1k PC: EEHMIREE, SG: T M

iy

PRSI HRC MR 20l 2 7oA E, W TR LOSHBL L2y, = 7 ff) T sp ORI AL
DICHERHEREZ © O, oAV TR T BHUMEDD U ITHESEROS NETZ RO & 72 251
DHIHILTWD, ZAFTIE, EERERRHINENIC O IMEZ & 72 72 W ERIROBEIE D B B,
RE R A (polar organizer) & X 1EH 5 (X1 2C; X 4A,B) . WIZRUAIZERIROHBRIATERL OFL S L 72
HHETHHHT, FUMRELITW D DI L MR Z R 72 VR B2 5, BIBEUARIE, 43
HPHNT/e 2 LHA L, THIOMERIIFE ) T L < RONDERE, BAn#LIEbDLs
(Brown & Lemmon 1990), T, ZFHD b A U 3 347 OFERTAGHRIZIZ 35T HIELIOME
EDFAED R STV D (Kosetsuetal. 2017) , FEFHEORRINIZIE, Et0> HEE OIERAR
MHEDHNDLN, AT e v ZRO—E CNEEED) TITHIRaNIC R E 28k AZ2 1 DL
b7V (EEAREHE) NALDLNDE T Endh 5, HAREEOMITIE, BB RE
DR HFANCI Z D DOVFHE CTh 5, A BITIE, ETROHRITI L > TEREDS
HF 0, BBRFE D DO DI INE DIRHREARA~ L 382E L, 2D 5344% 4T 5 (Shimamura 2012),
TRV ERIR DR & 70 2 AEH & L TR H BTV D DO UMRMUNE % (quadripolar
microtubule system: QMS) & FEINAHEE T, I 7 HEYORE G faF K FRZA L5, U
R INE RIE, I RATIN R OGNS, BRI SE L T4 212550 H ke TR
IND, AFREEKEGRIIOKATRY FTe L O ITHUNEMBINTE Y, SH8EAROMRPIERE, Hi
oy iR ALE OPRE DM IFIZEG- LTV A EZE 2 BT % (Brown & Lemmon 1997; Brown
etal. 2010) , HEARKMEOMIL TARAOREAHIEFERDOIZE T LLE LTI 8, 12
LR UWMER R Z SRR SR IR T DEREZ A L TV D & B2 bild, HEBIRMHIR Dy
FEREUE, IOk EREMIC I T, SRESERD & FIMA R I 5 o U I T 18 L 7o AGBEIR
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ey AT L THo 72 LIV (Shimamura et al. 2004)

6-3. U HHEY

VHTEYORE T DOIZHEIL, I T E_ZETH Y, FrHEE - B0 OV T HarE
TEICREREBANNDH D, A T ENE (Selaginella) °t 17/ B X7 JE(Lycopodium) & & e b 7
T ARTHETITRE L, a7 eik WELZ 28> T0nD, b aaie/NEHE

(Lycophyta) TlL, HIEOEDDIRWOONPEHETED, I X =T E(soetes) TIT 11 A, IUF/E
/NJ&  (Phylloglossum) C 20 AOHFENBIE SN TS (F57% 1969; Renzaglia & Garbary 2001)
D> Z OMFEORIL, ~>Y "7 )& (Psilotum) , /77 EJE (Botrychium) , V=2 %
A J& (Angiopteris) 72 ETH+A, ~Z7 V)& (Equisetum) T 50~100 AVr<, ZDOMOERE ¥
T 100 AT < IENLL e ELERIEDR B D (B3 1969; Renzaglia & Garbary 2001)

ATENBRE AT ) AT @TIE, a7 R, B iy MEZ S TeHUADY de novo
(CHBLL, HRHa T MRS LTIRD# S, /NEE  (Lycophyta) 13, SRESMHAON - T2RRF
ORI ET, AREROREIFHFEROTERH L E LTI b < AR EREOMIE SN R 61
HZEMBDHEY, astEmE L < TV % (Brown & Lemmon 1982),

M AFTIL, RERHIL CHIBLT 2 ERIROMUINETZR L (CERAS) NENZZE O Ly IME
DB 2, {2 OHLMRIZABRF THAERIZHELT 5 & 115 (Hepler 1976), HULvIMADIE
JROBFEZDONTIE, ETHLONTHERHSR, ZOREMIZAY, BE, CEMRIIZEIN
D ENE ISR D RE TN DD, FHI A TH S (Renzagliaetal. 2017) , /INEEFH
THISNNCAERRE KT 53 77 7 £ 28E (Phylloglossum) DOAEFEMKRHFTIE, EEOHLvIME
B DI LTAEEDBIZR S TR Y, UM ORI ZIZZ RIS 5 Z L3RR ST
V% (Renzaglia & Maden 2000), f& - ~OZREHEE CERIRDAEBMKITREL, AT T4 NED
ffif, MLS O, WERO L/ IMAIE, HIELGE EIChE ST, ZOMIZ, iz o
HULy MBI G AN AR R L7203 & FRIE MA~ZE T 5, MR (proximalend) TiX, o
THEEDMRE L, IS 3ERUNE M S D MEEA AR T DN IR EMES L,
HE~OBATH L7050, AT T A UPVNE DIRIZHEN, B2 Ulin 9 £ O ITik, BT 5,

6-4. FEFIEY

BAOHARE O—E (1 F 2 ooV T V) IZBWTh, EREN CHIEZ R OR 103 ERL
S 4% (Hirase 1896; Ikeno 1896), = 7 i) ClIiE keI Z ZE DG TR S D03, TR
TIEL 1 SOEHRE ONEICIER SN DK FI3EH 2 THh 5, X7 m¥ U A& (Microcycas) Tl
IS B K16 OFEF- DN S 45 (Norstog 1990), ARV DR FIERGETE TIX, BEOBHES
AEOIMENHEV B 5T, B HIIEHEROIE T, BELDS50~500umiZZE L, HENHE
FIAROHFEDS, MO OMLSIZIN > TEIEHEROFER I AL E % (Gifford & Lin 1975; Norstog
& Nicholls 1997; Norstog et al. 2004), ~/LAkd (2.9.~2.5@4w1) AT L CW TR FHamo—it

(HFEAHEY) D1 OThD, 7uv V77V RIED 15 (Glossopteris homevalensis) DALA7
5 B ENICFEREDOINE DR F 03 3 RLEN TV %  (Nishida et al. 2003, 2004) , BAEDMOMRF
FEWRECH HERFSH, 7 %Y 2R EClE, POMERABKIIA LT, EMENITEKRSND
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FEIZ ORI A DR,

BT OAETRT, FERARPICHBLL, WEEAIERGRFEC 2 DT, Sh8RARDIRIZAL
B4 % (Gifford & Larson 1980), AEEBARDFEE T L/ IMEARBEET 2 L 5 ITHE T 2 O0EHEA T
b, 4T a VOEBKRE, BERE35~45um THLOIZKL, YT VHOY I TR TIXAEBERIT
B 25-30um (2T 5, K~ DOEREETE CABRDIE L, MLS DR S ZE O FIZHEEH
B I TV, EFBEMEROBIZE T, ABERONIIT—HETITARL, EFEEDSOEKE
IREIED B D 2 L MBI ST D, %EDS, MIBIEHEE D2 O MTOC & 725 L fifthR
S ATV S (Norstog et al. 2004),

BT, R TERGRRE CHOMASAE R, MR SIS T, MRS 5180
BENEROFEIZE T & B8 L CURAIIICET 5 (Southworth & Cresti 1997), 2 OIERL S5 kil o
1 2OH BITEHE AT THIVEDHRICHE L TR Y, ZONEIZINE OMERRD 5
N5 McCue et al. 2011), = OREREITHIEOHEALAIATED ATREM SV, 1R S5,

7. HLWHART Jo—F

MR L HFRIEE CIIENEN, 7/ MEBOHA A I 7 AT =2 OFERMIT LY, FEfi
IZBESZ LRI EIZHOWT, BE-AEYOHUME - HiE2EE OTZRECHERE D IRAAME & RN
ST D IE#SIME 532285 5, (van Dam et al. 2013; Dos Santos et al. 2013. Dean et al. 2016; Nevers et
al. 2017; Sanchez & Feldman 2017) ., [ FAEMICOWT , kX 7ad S 7 AT —Z (TS W T 1EH
DOEREN, LR TR E T2 UIME - IEREE ORI EOERIC O W TEERE R A2t LoD
H5D, WIHEDT ) Lovbix, HiERhS 2 A =2, radialspoke, central pair’s & O¥FERERKE S
LT R BOBIGTRFERICRE L TND Z LD TND, L LESHOMiEHX
NI EFIIRAFSNTEY, B TORBANRE I TS (Hodgesetal. 2011) , [ EREMIZ IS
%, FUOARCHIEIEE OIS, BEREORIR(L, THRREDA XL MIOWTE, a7z
T LEBAZE R RN B 2 Hivd,

B=a7 05 ) AMERB L OGRS N7 A7 U7 h—LA06, MK, FEE/ME, HiEihR,
TT AT IV« ZAR—2, PLRHEERE, HEENEER R E O S ™7 Bl A it 3 2 1%
OFBURHTED 5TV D (Higo etal. 2016) , F=2—7 U AL TIE, MUNEEERKT 5
o-Fa2—T Yk BTFa—TY VBEFPRENLENTEE SEMLNATND, 209 HDWN D
ML, EREERFRRAICHELL TR Y, B FERORFEOR 1 IR BRA0 U NE SR OREEE & BN &
% EREEALS  (Buschmann et al. 2016; AR ERME) . MUNERRH LA T AT =2 —7
JATOWTUE, y-Fa—7 Y Unn—l, ZnlMNZ, §(delta)T =—7 VU 23—, & (epsilon)
Fa—7 V) B H N7 DHICZE O TS, {zeta) T 2—7 U 3 B=T5 5 ) A
IZFIELRNE 9 TH D, d(delta), ¢ (epsilon) , {(zeta)F =—7 VU %, ZED EV =2 —/L LI
A, FMRIZRET D 2 Enmbin TRy, TOEEAT AW TR L RFHSATND
0, BEEMOTNE L TAFHEDRM I 8 o3 e > T S (Turk etal. 2015), Sk T, 7
T REFTATIEIDEBFET D0, #H Tl TERW T 5, Findeisen et al. (2014)T
1%, Streptophytes OHELIRFETE T, § F=a—7 U Kb, Y TIEISHIZe T 2—7 Y
VIR WO GEREN IR SV TWD N, 3, UHREMOS ) AR TORENLEET
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bbD, ROy, VEREMODS ) A TE, ZED EYa2a—1D 9 b, (Fa—T ) DI ERD
TNDZENGIoTND, -F2—T U U DORED, B TERRFOIZ LB L2 &,
Bz EREA O HL IME DR IR D BN A K L CW D ATREMEDY H 0, 1 EH Evd,

8. FLHLSHRDEE

ORI CIE, B, fE7 7 2 RET 2O FOME « $BFZEOTT VAEMONEIC
&5 (Pazour et al. 2005; Merchant 2007; Witman 2008) ., 7 7 X REFAD L 9 720K & #iE )
ERERE DNV AT B b, i THED CTH B D HULMEOHIE 2 7272V O A7 2O,
RETRIVEEN), BEREMIX ¥ v 7B D0, 2k « X7 8O FERE MO/ INETERR Y AT A
BIARDZ LT, bR TTRE EHIMA - iR AT AORFERL « IB(LOBRRIC OV THTZ e
FNRNELND AREMENH D GiiA 2012; Hodges etal. 2011) [z B O ZAMfa#ARRD > © B
DOUEGABRADNE BN DR FERORERIE, UNERZITICD &35 KiEZHil s 27 LDED B2
EHWNZ D, PHEY TITIEERE ORI D HHG K 7T 5 MADS-box EI& Y, B AY
UARITICHFAEL, ZOHITIIE T ERIHIFEE LT, BT O BRI LI 8 s 12l
W aEX 2oL ONRH D 2 L BERATR S U7z (Koshimizu et al. 2018), €7 /Ui CThHE ==
R AV U HRITIIRE TIEGRRRE TR 2 285 1 HEBLY AT AD0H) 0 B 2 0% O LA 5L
T5 LT, A%, EEREFREREETLEEZLND,

Ve EAE) OGRS T OFEE, BV, B roORESCHEEEEOMKEOIRE, ThE ik
B & U CTHW /AT A T CH Y, EERIWLIITEILS £ 0 A TV, BEREES S &
Y TRV INE DESA - BEAFEAR: EOFBER I DIX, AT T4 U NEIIZ O
FACHEERMEZFH > TWA Z EIRENTWER, TOEMAEFIIRHTHS (Vaughn &
Harper 1998) . ¥EENTROMUNEIZIR O, NET—F — & /X712 K DG MBIk £
DT HAFFEBHEA TV, FETTERRHCRIT 5T 2 —T U T A V7 5 —ADFN3TR,
Fu Ak, TreF LR EDEBRICONWT A ROEOMERZHIRE Lo\, U NELIIMC S
W T OB RIZOWT HIFERN D2, T 7 F oW TR O ZE fal s CHIKE NI
% < IFE L T AR OO BFIZRET 5 2 E B3 00-> T D05 LWEERIZT R TH 5
(Marc & Gunning 1986), #&REMIZELAL D HUIMARE FOMIEIEEIZIL, y-Fa—T7 D oot s b
U > 7 EEEA O MR R E N EBIINAFIET D 2 X EO%KHOD I U CTFEET
5D Z D337 T A (Vaughn et al. 1993; Vaughn & Harper 1998; Vouilloud et al. 2005; Vaughn &
Renzaglia2006), L7>L, FOMACHEMERIFRISEZ N ZIUCE D Z /37 BT OV TalfEH)
IRIEBIIRNT WD, I HREICEBN T, FUmiEMEHA & DNase 2 /T, MLS ZHEEL, MLS
(R 7o RRERIND 2 L N NFET 2 Z LR ENTZ 2 SIS OMTED RN L 72D
(Sakaushi et al. 2003), HULMA, AZBlA, #iFE, MLS 72 EDOA K X T QBB E, 4 7 AHF
JEDMERNEEND,

BEAM DL T, RSB O80 INE OBLIR OFIFESC, 5322k E ORCE ol 53 2L O
REICEE B 2R > T D 2 & &2B 2 UL, EEOBBRCHIMAZ ) Z L1aiE, KRERRE
Rl LBEZOND, AT MO EARSCEER AR T O INETERH O, TEHFRZHu
K% Ko Tz [ ERE DEIERI IR LTS EATE R > A7 A TE 72D h LivZevy (Shimamura
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etal.2004) , T HOMEEIE, HUlvIME GEE/IME) OREREREZ RN B b, WISEARTZEO
BERETS T 2% LT, HIMEOAFED X 9 72 EETIXRWEA 5 0y, B B osEbifEc, £9°
REAARE CHOMED DTN, EOT2DIZIE, HFOMED X 9 Zpfai )72 MTOC TlidZe <, BEfF
DW/INEZRGZ L TIUNEZER T DA D= A LOEGNEEThH-TEZ BN TS
(Murata et al. 2007; Hotta et al. 2012), TEHFHIZRHOMAZ & 72720 FAE T, S 2B iU INE R O
oL ZZ~DT7 T 7T T A MDOBSEE D, KV R R ERE G S - 2
S, EEOEFE T XV @R ML Z FTREIC LT E 2 DTV D (Mineyuki 1999) , #)E
WNERST T 72T T A MUNERTIE, BFEOMNEIZ y-TFa—7 ) AEERBESGL, £
T B R LT NETE RS IR IR S QD (Murata et al. 2005, 2013) , 20 Z &1,
HMEZ kol Z b &, Bile v INVERE MRS LT 2 E BNRE—ROBRICH 57 2 & Zmed
%, Mazia (1984,1987)i%, N ER L7-4T L O/ MRENLE L L THULMA] (flexible
centrosome) > EWFE Z &, Ak, MR T L IZSERRIEREEZ &V O 5 Z L ARIT 570, Uk
BIRO B85 L 72 D ORI E & LT, (ABOMBROEIEDIAEZMEE LT, LavL, BifE
FTERE LTED LD S I 720> TRy, B FEIICEBIT S MTOC OZ4MEE &7
B L7ZJRRIE, Mazia 738 2 7oAk D BIGOFETIZR <, 2O THIMAIZFE L TV v-F =
— 7V EEROIFEREARBIL L, tOANHT T INEB E & bR REIC R > T2 B )
H LALRVY,

HiEE

AMEELDDHIHTZY, BEA Y /A KF0DKaren Renzagliali 12 SCHRIGHR DUEIZ L K7t
NENT2T2W e, FEFOFREIZEIT 5 a7 T OtE, GRS T L OV iR ELE O
FHEF BB A X DR b &, WEHE S A, RE—S A, BRERR S A D KFEBAEOH
NZE->THEHTEL LD TH D, E=T 7 2 I 2 =7 ¢ 2> bITILFEZEZ1E U TREO
FAEZITTCND, FERFORAZELICE, P=asr0Fa—7) VilsT, EEmhIs
A7 VT =L T —ZIC B U CEERERZEZ VX, Z<oa X b0 nE, Bl
TG L 720,

5| AR
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