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Abstract: The plant centromere is the most important chromosome domain mediating the assembly of kinetochore.
The rapid divergent evolution of centromeric repeat sequences and function conservation of centromeres among
different species ensure correct segregation and faithful transmission of chromosome in mitosis and meiosis. Along
with the development of chromatin immunoprecipitation (ChIP), ChIP-chip, and ChIP-sequencing (ChIP-seq)
technologies, three milestone discoveries have achieved in plant centromere research since the last 20 years,
such as a lot of new knowledge on the structure, function, and evolution of centromeres from model plants,
the fundamental kinetochore protein CENH3 used to delimiting the size and boundaries of centromere, the
neocentromeres activated from non-centromeric regions stably transmitted to subsequent generations. The research
progress on structure, function, and evolution of plant centromeres are reviewed and the remaining questions of
plant centromere studies are discussed.
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Fig. 1 Linear model of centromere/kinechore complex of plant metaphase chromosome (Redrawn from Yu et al.”™)
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Table 1 Known plant centromeric repeat and retrotransposon sequences

Yyl T PN FEAIZE et B e LT IEBAR Sk
Species Repeat Size (bp) Sequence type ChIP Reference
Arabidopsis arenosa pAa 166~179 TR — [14]
A. gemmifera pAgel 180 TR — [15]
pAge2 180 TR — [16]
A. griffithiana pAgKBI1 180 TR — [16]
A. pumila pApKB2 180 TR — [16]
A. thaliana Repeat family 180 TR + [17]
Athila 10500 RTT + [17-18]
Beta corolliflora pHC8 162 TR — [19]
B. procumbens pTS5 158~160 TR — [20]
pTS4.1 312 TR — [20]
pBpl0 417 RTT — [19]
B. vulgaris pBvl 326~327 TR — [21]
pBv26 417 RTT — [19]
Brachycome dichromosomatica Bd49 176 TR — [22]
var. dichromosomatica
Brachypodium sylvaticum CCS1 480 RTT — [23]
Brassica campestris pBcKB4 175 TR — [24]
B. oleracea pBoKBI1 171 TR — [24]
Hordeum vulgare (AGGGAG)n 6 TR + [25]
satellite
cereba 7176 RTT + [25]
Lycopersicum esculentum TGRIV 7000 RTT — [26]
Oryza brachyantha CentO-F 154 TR + [27]
O. rhizomatis CentO-C1 126 TR + [27]
CentO-C2 366 TR + [27]
0. sativa CentO 155 TR + [28]
CRR 7400~7800 RTT + [28-29]
Pennisetum glaucum pPgKB19 137 TR — [30]
Petunia hybrida pBS-SB1-B5 666 TR — [31]
Pinus densiflora PDCD501 27 TR — [32]
Saccharum officinarum SCEN 140 TR — [33]
CRS 3600 RTT — [33]
Secale cereal Bilby 3400 RTT — [34]
Solanum bulbocastanum pSbTC1 7 TR — [35]
S. tuberosum St49 2754 TR + [36]
St57 1924 TR + [36]
St24 979 TR + [36]
St3-58 2957 TR — [36]
St3-238 3814 TR — [36]
St3-294 5390 TR — [36]
St18 1180 TR + [36]

Sorghum bicolor pSau3A10 137 TR — [37]
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£3:4%(Continued)

Wyt T KA JPHIAEE P N GTAR I ST c5% NE€
Species Repeat Size (bp) Sequence type ChIP Reference

Sorghum bicolor pSau3A9 745 RTT — [37]
Torenia bailonii BCEN 52 TR — [38]
T. fournieri TCEN 52 TR — [38]
Triticum aestivum Tail 570 TR — [39]
pBS301 250 TR — [40]
CRW 7762~7865 RTT + [41]
Vigna unguiculata pVuKB1 488 TR — [42]
Zea mays CentC 156 TR + [43]
Cent4 740 TR — [44]
CRM 7572 RTT + [43]
B repeat 540 TR — [45]
Zingeria biebersteiniana Zbcenl 593 TR — [46]
Zb47A 263 RTT — [46]

TR: BREKERJFH]; RTT: RS ETF IR 515 + B — R,
TR: Tandem repeat; RTT: Retrotransposon; +: Detected; —: Not detected.

L1EEF5 AE-5 PR B 3 2200 S A B A 45 DX S R it

T A 2240 H JK B 52 7 91 (U PR T2 A DNA)A
3 AL - (1) AR B35 22 B3 K AR Py 9
T AR A, BV [] & s 2 i ] 14 220k R B B 5
HI KA AR, RS IF (Arabidopsis thaliana)
A LR R Y S 2.8~4.0 MbM, KA
(Oryza sativa)) K &} 65 kb~2 Mb™", & K (Zea
mays)i £ B A 180 kb~2 Mb™;(2) & Jy 4l 1kt
S, R CC L4 3 Py fh 24 W A F
(0. officinalis). O. eichingeri Fl O. rhizomatis, %
22 BB B EE & ¥ 91) CentO (Centromere sequences
of Oryza)) 5 & 5. 50 43 il J& 155 bp [ CentO-Cl
H1 164 bp AY CentO-C2, FF £t 4 4H % 25 7 7 #
(O. brachyantha) T2 ¥.70°4 154 bp ) CentO-F, 5
CentO-C W45 22 kL H 52 BT 51 58 4 A [m] , T
CentO-C P i i S BTN 57 S Fll 37 i 17 41
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G| A] BEZ B 220 DI RE AY L4 T i ORAR [w] 5:
Fei J@ CentO-F 4 5 i Ak ) ALl TS 2 oA At 2 327
(3) B3 = A ¥ T & J¥ 5l (Higher order repeats,
HORs). KR5S 1 5 G4 o {K %5 22 ki (Centromere 1,
Cen)FIIES 8 5 YL A4k %5 22 K (Centromere 8, Cen8)
) HORs 2 3 AH 4B =X 0[] B =X 2 #h =X AR (AT 2:
A~B)* 3 224 HORs 2 AEBEHLLEAFTE , i v]

AL AT N,
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A LR S 1) I S A - (CRs) it B S
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vits A2 AT U0l R S 2 2ok E AR H T P
T KA 2R R S 0 R )G JE T Athila (Tys/
gypsy), TE 2] 3 Mb [ 220 b Je g kel ™ Al
YIEE 22k CRs P A0A 3 AMFRAE - (1) TERMUKE I
EERSE . BRI KAE TR R AR A
Yy CRs 135835 80% (51 W) PR i: , i E 4
PRSFIEE BETTE 2 —P75 (2) P 97AE S B YR Ay
S AR 25 B A RE(FF 3 R 40 & 22 0k0 U s ik
J#E ¥~ FRetro3 J¥ 41, 57K FE A9 CRRs ., £ K A9 CRMs
FIK 2 1) cereba %5 J7 81 52 4= AN [R], 4 I 4 46 24 187
AR CRRs 2K K i i & 7 548 5+, 35 258 1)
L U S T 501 (3) ANIRIIX 38 CRs 1Y)
o NN I N A T R O N T R N 2
AL TS CRs BRI A oty 8 42 )7 51 S R e ot
PRI EER, KRG Cen8 3 2240 X 38k AN - £l E 41 %
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S A 2 MR R AR (.51 1), Fe W 3 2k [ IX I,
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Fig. 2 Model of repeat sequences in plant centromeres. A: Adjacent high order repeats (HORs); B: Interval HORs; A: Monomeric repeat; 1-6: Each

HOR consists of 6 monomeric repeats. (Redrawn from Lee et al.!*”)
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1.3 Thee EEF 7

I 2R I SR 2 S e 6 T DX ik DNA 341 d 21 4
AR, RSB T2 PN I 22 X S e D B
BHSEGPERDIREIL AT, ARG ST Cend 4 5 4
THTEFEF/100 kb, Cen8 A 12 ANMTEHEREH/100 kb™,
IKAE Cen8 BRI G5 IAT 4 A3 PEFE N 24 0y
R Cen8 BRI LERIINA 7 A1 PEFE NP, 4k
(Solanum tuberosum) Cend . Cen6. Cen9. Cenll
¥ 24 ki ¢ 5+ 41 & H CENH3 (Centromere-specific
histone H3) XA 6 AME SR ARl & i J
2585 A R R P TR) e rhogr it b 8 10-15 5 4T
Sy AR T DIREIE AR L, 35 22 ki DR s A
KAz (Gl Al BE B R T, )7 51 40 A I 98 A8 TR
B A, W /s AR 220 D) RE L R SR T R R PL
il , 5 YR 2ok E A S S A A AL
AR, R R o 22k M) e L DR 7 240 i [A] 30 B A 5 S
TEVE, T 2R TR A o 24 R T RE . IF9EE 42

K fie sk Py LUIFE R R Z ki E 1), 2454)
HA e el M B P A ) 7,

2 THYIE 22K H 5

FEYI A 22 k7 35 H i (Centromere-specific proteins,
CENPs); Tl b &5 1, ARS8 11 BT, M4
) 20 P 4 300 22 0 2 1 BT 5 4 22 R G &R
AL 43k T R 28 (% 2) (1) BRI 4 [ J%i(Transient
protein), CENP-E (Centromere protein E), CENP-F
(Centromere protein F)f1 CBF5 (Centromere protein
F5)55 9 AN SlRiE F T, 16 AT 22 93 2 g B,
Sye o fRiz sh A 5 ; (2) FeAE H JF(Basic protein).,
T W) F 22 KL FF 5+ 4 3 H it CENH3, CENP-C
(Centromere protein C)55 F77E T &> 4 Jfd i 1 vy,
XFBIPREIE I TR G G AR T X Ak e (o B A A o
Bk SRy B AR T

CENH3 J&: 55 & 3L S AR (1 i, 2 Ty ik
A LR SEARRAE SR 11 5T, SR IS (0 B e e SL e
+% ZR(Chromatin immunoprecipitation, ChIP)% 5| 5
CENH3 AHE /I DNA J751 , 8 2 DI Re & 22 KL
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Table 2 Known plant kinetochore proteins
g g R 2 by ThakL
x ity SRLEF - BDRELL e ik
Kinetochore  Kinetochore Apparent
Type Plant . Gene clone . Reference
component location function
R 2 1 K, %5 Hordeum vulgare, Vicia CBF5 S Yes B (KRF) 1 Unknown [58]
Transient protein  faba Yes (H. vulgare)
K&, %53 H. vulgare, V. faba CENP-E & Yes JG No Y iiiz g [59]
Chromosome motility
K& H. vulgare CENP-F JE Yes JE No A1 Unknown [58,60]
K Zea mays MAD?2 J& Yes & Yes YA R [61]
Spindle checkpoint
&5 V. faba MPM2 & Yes JE No A1 Unknown [62]
I IT Arabidopsis thaliana ZW10 J& No JE Yes iR RN [63]
Spindle checkpoint
EoK Z mays 3F3/2 antigen J& Yes 7t No YikA R EA [61]
Spindle checkpoint
Kk, KWFAE Allium sativum, 6C6 antigen JE Yes J& No MEHLPOEA MTOC  [64]
Tulbaghia violacea
V. faba y-Tubulin & Yes Jt No MAEHLUTLE MTOC  [65]
HAEAR FURGTE ML, FK A, thaliana, CENH3 S Yes S Yes SR A [65-66]
Basic protein Nicotiana tabacum, Z. mays Constitutive
KF, &G, LK H vulgare, V. CENP-C & Yes (B eI [58,67]
faba, Z. mays Yes (Z. mays) Constitutive
B A4 Lilium longiflorum Meiotic histone  J& Yes J& Yes A1 Unknown [68]
IR, K3, &5 A. thaliana, H. SKP1 & Yes & Yes 1 Unknown [58,69]
vulgare, V. faba (CENP-C
homologs)

IR/, CENH3 RPN Ff g K SF- e
Ak, A v B AR AN AR 1 o 4 2 U Rl AR S, 40
BT J& (Arabidopsis)FE ) i CENH3 22 Jk vty 2 3L iR
JF 5 A B B e BE R HEI 5 HoAh 3 22 ka8 1
AR EAE YIRS, CENH3 #2324 (1 4T
B Il A8 S 5 R /IMACE B VAR OCTT . CENH3
HA 35w R (1) B DI BE A 22k S
Koo KFEH 8 T YAk 22 kirh 5 CENH3 44
4 ) T2 DNA (CentO)Z 750 kb, W ) fig %5 22 ki
KN R 750 kb5 (2) S5 5E % #2 ki DNA T 51,
LR ST 19 ChIP fF 57 3% W] TL &2 DNA il CRs fig #
CENH3 iR UL iE, 1% W] T2 A2 DNA Fl CRs B HE &
CENH3 & A #HEAE ], AR I 45 2200 1 D R 20
3075 (3) AR AW BR(Uniparental genome
elimination) R 1% B Af% > K, 78 K 2 (Hordeum
vulgare , BEA)x R ZE KA (H. bulbosum , 3 A) %= Fh
e BRZE KA CENH3 S BT 2%, 8Ok HBk=E
REZJAONRIE 22 SAEA 2257 2L B b ICTsPE, A

T AR % o IR TR AR 5 Lk
LHMFBALG A B2 AR SR H AT
CENP-C X gl k7 25 #4) 1 1F 5y 20 2 b i L f5
W) Ak 2 o ARG, KBRS T L B R(Sorghum
bicolor). H 1 (Saccharum officinarum)~5 14 ¥) & %4
#i BT CENP-C #B A 1 IRSF 1Y 24 24 3L TR
TR IELH 0 3L R0, R4 CENP-C 5 CENH3 &2 H.
Ve AR5 X 357, CENP-C 2 255" 4 1~6 4b
BT RGO 13~14 b5 T X B 4 L 1R 4
Ty 47 1 BE ST, AR SR 9~10 FNER 11~12 4h 7
X B HAT 2 AR, A5 DX B iy v B2 TRl 7 37
W 7N SR IR A X 2. Zh#) M%) CENP-C
K BE R AL, A 57 XSk HE S Y — 2. B R H R
CENP-C & JJ IE#E#E(PRsE#E1k) , AR T CENH3
2R, IR 5 35 2ok BB T T A 46 a2
(14 DX 35, 0 Sl R e AR B 1 T 5 o 22 b T A )Y 8
Br6e LAPE g1 7 UM BB A G, R Y Ak
Y IEH DIRE , J& A AF1E [R—Fh 8K 3l 77 730 CENP-C
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R HE R LAAM X R CENH3 B Ak, it A 0
&%[66,72,79] .

) A2 PR A 22 R 1 5 14 20 LK 53 - B 1
ANTERIEHE AR AT A BUA : CENPs 41 2%
PLI AN FE k5 . CENPs 535 226 8 62 75
45451t FE . CENPs 7E4H 5 240t B b (4 30 ) 245
MRS, HE— DR ATAE I A LR B T 4540 5 TR
X FINR I 2ok e 6 SRR S L 5 3 22 R D) R Y
RAEB AWK

3 Y 2R AP

KEBAEY) A 22 b R G 2207 XS0 5 &
RO Y p IN RS e pee vas v =B R 2 Ib) il
1k, HATA 4 FB UL, 25— PR, #EE 22
A FCE AR B 0 B T, PR R AR AN W
AR BT, R TR AR BB T AR R A R
JG A DA V-4 i 2H A S 22k 5 9 [W) o
B, B8 R IR R IR BB, I 5 220
TS Z 856 WA e b sk 8 1 i 2 (B AE7E
AN ERU B PR R SR % 220 H 5 513
DR N | B P e g A in =R IS SRSTEr) b A A& DI U
SeLE A R AR S B B T e R4,
A= 53R R LA G 1 ORI 1Y) 4 22k A T
AT PR [, i 2 sl B 1 B PR A Ak R T A
HZ GG R EE TP GER T, oI55 45 2260
TR AN Bl R /N2 A fil A — 35t
HORs H W 55 = Fu B #E L. Melters
LGOS 282 Fhsh W) HEY B 24kn BRI E R R A Y
RY R BRI AW 200 R P 91 PR
KRR L ROCKEE . GC St fFER
AAR RARL A 2 B E 5 3 4 2 IR — 3R
PRSP AR, BRI 22 b BRI R 2 )79
5% & (Panicum) . fi & 5 & (Setaria) . 2 7 )& (41
AT AT )RR T [R]5, JE B 6 B 6 L A i 2
J& = 5@ (Sorghum)-E K J&(9 A T 4FRT k) K EE
J&-1 B & (Aegilops)(14 H 1 4RI 434k) 2 8] JLF
WA R , HE 2 5 E oe AR A2 i DI e R 3 3L
veaa A iw B R ] B i i A Y U PP RS S T T 54
Vi FIH ChiP-seq ¢ AR X Hh 448 235 22 % Jy ) i AT
WY, 12 R ik 35 2280 DNA JT 51 4 0 o8 4
ANTE], Ho 5 2k e A0 (G 22 KL IX Sk DNA Hi AN [6] 14
FLEE DLl K45 D1 DNA [P S, 534 6 Sk e fafk

b E AR v B R P AN, X S R T A A
Y TE T G B A T YR AEAE DR DN S 22 K2 DNA
79 AR 5252 77 41 i Ak 3 8 52 7 91 AT g2 LA AR
()7 e B, TSR TR & R IX E D PR R
FATCIB IR Z B A A R N R

FLULR G 2O X SAE — 28 A5 1 T 3RS 22k
R EAITIREA R B A 1 o R = LS N N ]
B FORES 3 SRS, e LR S IR
LR RO, B YRR R R B b )T
1) e B i B JAE - e 90, A AR AR 3 b B R
Ve B 2R R 2 T 55— Fh R 22k W
Z4R i (Centromere breakage)., X} KZ%H 75 Yfh
1K 22 RSB IE A BIFFE 2 W] X PR e i AR ANAY
W S — IR 26 22 R B TP H A LR S 2 1 5 ()
Jil 2 S e (0 o X ST, — HAE 220 W 54, ) i
R % H 5 — 0B R T A B 2 %
Ui A 22 BE e AR A 22 0y SRR T g IE
B T R G 2 FHTE V5 (Centromere
repositioning event), X} ¥ JN(Cucumis sativus)zf 7
TR K IN(C. melo)s 2 5 YL BRI BIF 5T &
W, 4 22 R B e B v, SR 22k
G YA SRR EUE B B ORRG B R R %
S YL BT A3 E A TR LR Ja AR R 2 5
et ik o3 e 4, HEI 8 2% 5 e 66 50T 91 6 2280
HHTE LA CHEAE ™, B 2R AR sh
AL 2B 19, BB R T ah P Bl-F- 22 T8
HALOLATT & o QnRAED T 2R B3
TESE R RAR R UK, A 2 B A A
TRFFRRE PERBE 2R e B dA IR 56 7 S
B EOKEE 3 SRR S, ARG
LRGP LRI 5 ) I A 22 X B
L4 R G S Y 0 T IX Sk ) B R E A 2 T B )
WG ki oy R BB IRIEER R R B R,
A L3R A7 T I 958 7 DXl iy 25 PR 36 iR A0
e TRAREFEE ™,

4 T LR S EAT AR R Ta]

1990 4F- D) >k 119 20 Z2 4% [a], £ bl % €7 )57 4 %%
FEPLTE B AR (ChIP) | (5 %5 68 (ChIP-chip) Al 5 38
I 7 (ChIP-seq)He AR 1) & Ji& , AL 4 22 b ik 5% 3k
5 R A R - 5 — R Y (R A )
KRG KRR, ST A Y IR T A
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TG 22 R A5 AR St AR S T 583

N5 2260 DNA JP 91 B A 4540 D RE 3 1S
T NGRSO 3T OO0 g SR e 4 b B AR TR
CENH3 {3k 7L 5E 5 2 ki | sk 52 AR R/ N
SR 5 = R R R 25 2k X S W TS R
kL, FEEAR AL 8 P AR R e S, Bk HRTE A5 5
a7 NN E =R 22 AR ]| I (EV O REC (ISR AV IR 2 iR K]
15 BB AER AL B B, 45 P 220 D RE AL 2 AN 5
G AAT ) 2 2RI 5 A AE 0 TR AT < (1) B
IR AR S 2 LR 5T i DL ARGE 5 (2)
SO0 # AE YU 5 B R 25 A 22 R BF 9 i DL 43
(3) A Y AR LA 25 22kt 5 /0 DLAE , H AT
WA s 3 vk H 2 POt 979~5390 bpt®,
SR A 22k UL HE A HLIT(150~180 bp) K/ ik
ENIR 5 (4) 2 22hi 7 5T e 2 18] B HE A G 2R
Z RGAGY, B AT O AR SE—J7 AR & 2200751 J)
R 20 R AR (W Fh 2 8] = B 20, 53— T
R IIRE R AR SF (B35 22007 9 A B AR G i 2
P, B BERITC R e 435 2ok 25 F R ol BE
Z A AL OC R BT AR L (5) BT 2200 i Ak L
TR AT RE B 205 15 W 35 2R B L PR AE A
EiESig e il D s B S IN L E R R e R 2 TR
BT A A AE A h Re S AR 1L 3k, T S IE
A LR Z SLR A B 2R B T A 22
Hr DI BET] RE B 7 T DNA 41 4 A0 5 R 229875,
R G IT I W 35 200 X 3 D S B I ) 2 4
B DI S5 K TR Rk M R BB 4 22k A
AL (6) 5 22 D RE RS TR T 2L 488 BT AR,
WA 22 R T g T BeAK O 52 B0 s &5 226 DNA J7
B FIER (52 [RAFAESL R AR AL, B 2R N7
PR A TR B A IRE . S E 4
BRI TR T A BTG E  & 220 D) Re
RV 5 PR TS Y 5 58 4 N 75 B (14 A i A 7
Z I AT BE B — AN B 2R FERERTH AR A
BN 2R 20 AT 7k B T e 1, ok TR AR X 3 24k 7
B4 Ak A 22 AR LR A TAE

Bogt RO ARMROR S EOL A 2260 DNA J¥ 5
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