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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 MD#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 DIBREEF &+ Fa7RE#KRR

¥ 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{FE

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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