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SER 1 AR AU BT ) i AR S R 3 T BB S I 3 R R AR A B . R AR RS R AE AR
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aries ) WA 27 Xt Geta ki /e B AR A 95 (Sus scrofa) BA 19 Xk, 3 fl 2% 5
BT S [ 40 o A A ot AR P Qe IR 2R I T RS R R R R T U AR R E Y AR A G R A5 A
f1% T U 2 A B S g AT A Y B R 0 TE B AR S b R Y ) L L B o A O S
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(G ERESH , JAE 22K 10 ) RE FE W A i Ao B b2 B DR I (BN B 2R WY 5 R B R R
it 22 KL X B0 DNA JFFAAAERE R 28 57 X SR T 36 220K 5 51 R AR 3 DO kA6 . e R Z 8 g
R L 25 220k DX SR B R — e 35 220k TR DNA 285 B A B & T8 A Y JR Al 3 (Mb) 201 1F
FINT L, HETRE RS R AR R G 2 D A 2 H R W E R T, X R E T2
[E) 1) S AR AR BAIRE ) . 3 2260 DNA Y 51 1 sl i Ak 5 D B 1 i £ 57 Pk 22 1) W) W A7 76 3 o8
J& S X AR IE IS 2 B DNA PR3 22k B MR EZ I e R . S0br b AT K oF
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Table 1 Accssession numbers of genome sequences for 72 Artiodactyla species
GenBank Conitg N50 GenBank Conitg N50
Y Y

BRT K /kb B K /kb
KELE L. glama GCA_028534125. 1 93.32 || THEIE K B. kerabau GCF_029407905.1  91172. 39
LUETLE C. dromedarius GCF_036321535.1 31216, 18 | L% T. e. isaaci GCA_040438115.1 79.53
HFIEBE C. ferus GCF_009834535. 1 5365.40 || JE#E P. hodgsonii GCA_040182635.1  84561. 98
INEB K. breviceps GCF _026419965.1  42780.42 ||¥F1L1°F C. aegagrus GCA_000978405. 1 19. 35
A P. catodon GCF_002837175. 3 42.88 | KW C. hircus GCA_040806595.1 100793, 79
W IhE T K 1. geoffrensis GCA_036417435.1  40892.02 ||4EKA%L2E O. orientalis GCA_014523465.1  42163. 49
F D. leucas GCA_029941455. 3 608.47 || 483 O. aries GCA_040805955. 1  103395. 56
—f it M. monoceros GCA_029941395. 3 597.13 |[WIRIREEZE O. a. polii GCA_028583565.1  74870. 27
I BUEIR P sinus GCF_008692025.1  20218.76 | ¥4 B. taxicolor GCF_023091745.1  68053.58
RUEIK P. phocoena GCF_963924675. 1 3726.69 |[EB&# C. sumatraensis GCA_032405125.2 100934, 92
KATITIKI AP N. a. sunameri GCA_026225855.1  84691.50 || J&# R. rupicapra GCA_963981305.1  77662. 21
IR O. orca GCF_937001465.1  45583.38 || BJ&E M. crinifrons GCA_020276665.1  25225. 00
HMBEEUIK L. albirostris — GCF_949774975. 1 3398.03 || JRE M. muntjak GCA_008782695. 1 215.53
KRS G. melas GCF_963455315. 1 3290. 84 ||/NEE M. reevesi GCF_963930625. 1 5780. 20
hREd P. crassidens GCA_039906525.1 60000, 72 || E1EE L1 e M. waginalis GCA_039877825.1  29270. 23
HIREIK G. griseus GCA_028646425. 1 62.04 || %5 D. dama GCF_033118175.1  68791.58
REUIEIK S. bredanensis GCA_028646385. 1 59.98 || 4 C. canadensis GCF_019320065. 1 914. 58
FIGHK D. delphis GCF_949987515. 1 3627.55 || MFAERE C. nippon GCA_040085125.1  89550. 23
SBURIEIK S. coeruleoalba GCA_951394435. 1 3590.20 || KM BE C. elaphus GCF_910594005.1  68741. 66
MK T. truncatus GCF_011762595. 1 9729.39 || KEKSRE C. e. hippelaphus GCA_002197005. 1 7.94
IRt H. am pullatus GCA_949752795.1 3126.55 || BEHARDRE C. h. yarkandensis  GCA_010411085. 1 268. 66
KGR BB M. bidens GCA_964148845.1 3262.97 | % H. inermis GCA_020226075.1 131. 41
MIEG B M. densirostris — GCF_025265405. 1 48253, 04 || B8JE O. hemionus GCA_020976825.1  28570. 88
MEE E. glacialis GCF_028564815.1  37467.37 || FERE O. virginianus GCA_023699985.2  21769. 37
Kt E. robustus GCA_028021215.1  39209.00 | ZE/RHNFTILEIIFE R. ¢. caribou  GCA_019903745. 2 168. 82
Wb B. musculus GCF_009873245. 2 6315. 64 || 37 LR ELEE T 5 91 g GCA_949782905.1  22482. 69
/NG B. acutorostrata GCF_949987535. 1 3015. 72 |[R. t. platyrhynchus
VY RHE R B. riced GCF_028023285.1 3654194 || KBIELLFEWFN G. tippelskirchi  GCA_013496395. 1 25.03
WD H. amphibius GCA_023065835.1  49478.00 || K& 3+ 15 0 GCA_017591445.1  11323. 48
WD RAE A H. a. kiboko  GCF_030028045.1  50348. 26 ||G. c. rothschildi
&F 5 H. Liberiensis GCA_023065765.1  20244.51 || O. johnstoni GCA_024291935.2  61700. 68
¥4 B. gaurus GCA_014182915.2  13340.58 || FWHLBiPE BEIK B. celebensis GCA_028533215.1 52. 66
YF4E4 B. mutus GCA_027580195. 1 38284.42 || AEMPERE P. africanus GCF_016906955.1  10602. 50
FIESF B. grunniens GCA_005887515.3 44716, 74 ||FKEH R S. scrofa GCF_000003025.6  48231.28
# 4 B, taurus GCF_002263795.3 26402, 95 || %M S. 5. domesticus GCA_017957985.1  51011.53
JNH:BF 2 B. javanicus GCF_032452875.1 47146, 24 || BKIMEFSE S. s. scrofa GCA_006511355. 2 595. 00
B4 B, indicus GCF_000247795. 1 28.38 || 5 E. caballus” GCF_002863925.1  1502.75
K4 B. bubalis GCF_019923935. 1 9586. 61

Eox R TR B WAL R B D (E. caballus, % S B )AE A 5 £ (outgroup) ,
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1.2 ETFEFEAHEGHERZEZHMEBRBHLR

1T [R) S 8 4 A 22 1) e € AR D < M A o PRt A A 8 E P o 4 0 i 6 > A [) SR, BRIV JBF J IE.
H B H i 530 H 40 H 4R R 2 W H B BRI 4 B 1K SUEF(Giraffidae) , 47
SR L R M L R timetree 095 HES (https: //timetree. org/) H AR 5 H HE LA 26 B T 44
T 5 T R A A B AR A D B RN VR S S S B W Rl B LA, 43 3l KRB (L. glama s iF 2
WHD AEMIESE (P. africanus, ¥ W B) . BB B85 (E. glacialis, 7 5 H) | % 4 (B. taurus, 4
B g CH. inermis, ERD JEINHE (O. johnstoni K FRERL . 18 A Diamond™ " v2. 1. 9. 1635k {45 %t
ANEHE N A5 W B TR G 0 1) B R Y 90 43 ) 5 S TR i S 28 W Rl R AT LE T, BT MCScanXE
vO. SERF G 25 W Fh 5 22 Wy [a] 4 3 R IR 2 00 R Tl i & S 5 R Z [E AL OC R L A O R
A AR IR M, T KB 2 DR TR, Fn JARER T AR A W R AR AE A B — %
— AL OCRTAYFE e — X g 5C FR 7 R D AT DA A A R R A R A B R SE Y R
WG SE R, BB i MAFFTY V7. 525 B #EAT 2 7 51 Lo Xt . 4 8 EG X 25 R0 Jor A 2 Jik
W27 5 BRI S (] iqtree™ v1. 6. 12 BROF MG, B EBEAHERE T (E. caballus, 71 B H) 1E R 4h 2
#f Coutgroup) . 6 NERBEMSH YA 5 iy FE A WAL IR F R 7 vk RS e — X — L& R 71
AR (RS LA S T AL AN W] E A (6] S A AR b 2 ) B A A . s K 6 D SEREA A kL
REPFEZ 232 3 HE VR AR L SRAT(E B B P Fh 58 3 g e
1.3 REmMRREYHNEERAERAXLENET

VEWAE A0 BB Iz H O AR H 22 S BR M) 7 A e 4 sh ) CHEAERE L 55 B8 L i 4 LK
A TGS F) HAT T 2R L VA . B T AR A 2 45 21, f ) Diamond 3476 7 PR
Yo ia] AT 2 B R Y ) L X, AT T AN [ A R 8] A 510 AR ARL M Bk 3 R ARLEE KT 50 %6 1 R
FIFH MCScanX 4 8 37 15 75 47 A [a) ) 36 DR JL 26 M 56 R L 38 3 NGenomeSyn'' v, 41 B4 k47 AT
B BTS2 7 4By 2 03 5 (R34 2006 5 . 8 AR MCScan X H 24 W B0 36 1 26 28 3 13
TN AR i 2 Aiff 7 40 Fofr ) o 28 35 PR DX 38 7 50 0 2 17
1.4 FEFELARBURBITEEESEFINETHNRE

TSR Y R T 2R DK, I PR AR S 58w I A Y CENP-A HUIR 1 CUT & Tag 525041
PEXFHEH 7 DAY R A HAT T RN AR, B e BN E % CENP-A #Z%/MEE A IX
B2 DX ) 55 AR DX I e o IR A e E 2 ok D RE X, ELAR R UL fastp't vo. 23, 2 B 1 Xt
CUT& Tag I J5 4f I 1y £ 25 B £z 3k 77 51 R T 5 ) )3 91045 31 i o i 52 B 1 1 Bowtie2 ! v2. 3. 2
Ak iz 7 S B0R“— end-to-end — very-sensitive — no-mixed — no-discordant — phred33 -1 10 -X 7007,
407 2 S5 1 CUT & Tag WP £cs e Xt 20 3L AL 7 91 A9 8 TR AR B A B &, Z e
I MACS2H% v2, 2.9, 1 FAFHEAT WM B 78 TGV v2, 17, 4 B0 AT aT AL

Y TN 22k X e Y R T L TREY v, 10, 0 304X} A& A il ol B 224 1 G €6 1 X el 3
FTEZRITH BT EON 2 7 7 80 10 50 5007, # R HA LI R 45 1Y X8k (1) 42 oo K B AE
20 DEEFELL s (O EEWRBGE T 50 IR, XX 8 KT N TR A5 B 8 2 2200 10 46 3 X 8

2 R

2.1 ETEFRAHLMEIEEBEHNLN

Ay R AR 2 PR T i e I e (R G A R Y T B (BRI A R PR 2
IF o AE AT 23 Hh T A [R) 4  8] i FA] P 510 R ABLRE AHE SR 74 i 2022 4k R RE 3R A5 A R B iy L2k Xk,
B T Y AR BB AR SR AT . P FRATT % R GO A R i i H 0 A T AN B 6 S 2RRE R
PN ) 2 5% O 2R AN L B DR BE A8 3R AT AN [RI I T BT AT W0 Rl AT B0 B R TR IR X . 7 18 AL b
T 442944 A HE 1 g R PR vy G G S A R R 2 SR DR R AR e g O 1 RIS TE B T 8412 N ET A W)
ol Ay EL28 g P8 DL~ — X — B R R PR AL D 7 5 M ik S R P 2 I B = 18 A B A Y 151416 4>
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SER . CRARIRER T 2 AR S A BHEAEROE RO RN 15 A RERMI R Y 423435 4> FE 1 g JE A v
YE AL 112290 D HER A3 7486 A — Xt — H R FE KK E . BRI 43P s, 78 i 5 3
T 28 AT R Y JE 4L, IR 8242 AN — X — BT ZR [ YR DR 7 2 L )k e — X —
LR TR U R R0 4 500 ke K 1) 2R 0 AT 4 b AR AR A R L A5 SR B 1 B R iR fR B b 86 %4
(62/72) WP FAE AL b0 7 B 5 RS M 58 BAT — SO AR M S5 5 A 10 Db i sk Ak 0L & &
AL BT R4 (6 ) £ v e T BT R b I KRR 9 e A L i R A
FINGE AL 2B R 22 5 L AT BB S T VB KR 76 R[] L Ath 3 25 49 i 1) 32 0 3380 238 60 DR R AE e 0 {1 &%
P Y . R R AT R B S E S R REE R WL SRR R, M
WIEEH TR Z S R hr e v BEIR I R &R W SAR IR R & X R BTk,

B. acutorostrata |\j5tig (2n=44)
B. musculusiztiz  (2n=44)

E. robustus x5 (2n=44)

B. ricei B4R (2n=44) \’
E. glacialis BEE; (2n=42)
D. delphis B8 (2n=44)
S. c‘aengleoalba (2n=44)

R m B. bubalis 7k4 (2n=50)

B. kerabau BiERKE (2n=48)
B. gaurus ¥4 (2n=58),
B. grunniens ZR4E 4 (2n=60
B. mutus F4EHE (2n=60)
B. javanicus NREEF4 (2n=60)
B. taurus &4 (2n=60)

B. indicus % (2n=60)

T e. isaaci ||\ #h25¥ (2n=34)
B. taxicolor ¥4% (2n=52)

C. sumatraensis §#> (2n=48)
P. hodgsonii ##3 (2n=60)
R. rupicapra FE# (2n=58)

etk L]

"

IARR

7. truncatus HRESERE (2n=44)
G. griseus BFCIERE (2n=44) H
S. bredanensis (2n=44) A

HEiA

+)

C. aegagrus BF%E (2n=60) P, crassidens {hIEER (2n=42) ’( o %

£ C. hircus FRIZE (2n=60) G. melas K ELSTfER (2n=44) ‘7 o 5
m = 0. a. polii WARIREZE (2n=56) L. albirostris (2n=44) /e‘* =1 =
=] g O. aries 433 (2n=54) El"%ﬂﬂl?gﬁfﬁ B -~ E g
qm g 0. orientalis HEFRALE (2n=54) L O.orca RS (2n=44) A & £
X é D. leucas 985 (2n=44) A & §

M. mnnuceros—%&§(2n244) \a )
N. a. sunameri _
KLIBTH @) ) N

C. canadensis SRE (2n=68)

C. nippon ¥§TLRE (2n=66)

C. elaphus BN D RE (2n=68)

zCF e /uppelaphus (2n=68) P, sinus N ;“,’%7‘ (2n=44) A

gx !é _mrkandensls (2n=68) I;p‘feuo;:g‘zfgt,ﬁﬁﬁ g::ij; 0 " .«
llnmrl §5E (2n=68) 7 2 33T N

M. crinifrons B (2n=8) H. ampullatus LR (2n=42) ‘i

M. vaginalisE]) [ £1 E2(2n=6) M M. bidensZ X &5 (2n=40) m

M. muntjak FREE (2n=6) M. densirostris FAEC &5 (2n=42) ‘ﬁ' a

M. reevesi INEE (2n=46) _EK brevicepsi|\{k & #5(2n=42) d

H. inermis & (2n=70) P. catodon &tz (2n=42) QY

O. hemionus Y2RE (2n=70)

0 vtrgmmnusElE}ﬁ(Zn 70) H. amphibius 575 (2n=36) ﬁ

g ?D%jtiqlllﬁ (2n=70) LH liberiensis {£30] 5 (2n=36) ﬂ

R. t. platyrhynchus H. amplnbms kiboko (2n=36) n

HEAR EF%E%BJIIEE(Q" (Y /;Itﬁ;’Fb T ,

I A
rppes 1rc hi =28 - serof n= .

EHEIRT ;41 (7"7 : S.s FIEm=38) Jara—

0. johnstoni & NI (2n=46) Lll_ S5, scrofa BOHEHE (2n-38) ”’

C. dromedarius BIESE (2n=74) P. africanusHENFERE (2n=34) %‘

C. ferus IR  Q2n=74)

Lglama  KE®  (n=74) - Zri% E Perissodactyla

E. 5 (2n=64) » ~ 9MNZEE outgroup

T v L+ R

3 % z =, 3{ 13;& %Ggé 2L

STk}

w

®BELB
Suina

BETH
Tylopoda

BA YR G G AR E 2 AR ,ilﬂ55<2n=64>,élééa\&ﬁ/%ﬁﬁ*}iﬁ timetree
Bl i (heeps : // timetree. org/) AL AR 64 ok [0 1 0 25 1) [8] 47 7 2 5
B 1 T — E R R IR A R 72 A YRR AR

Fig. 1 Phylogenetic tree of 72 Artiodactyla species constructed based on the one-to-one orthologous genes
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2.2 REmvHedtL

A o ST KR B R S DR A T DA I 25 1 o e € A i R b A AR I HE B G (I
SN:PNE 20 JERASIN IR A S il el RN ASE7/RE RSP SN Rt 4 6o Bl 1) -G IR SR/ EUNCE ST R R S
B e (0 A R B0k 24 R 22 505 T i 1 L (R BB 2n =44 (18 2) . AR LECTT & L 2400 H Y Rh ] Y
et AR H A AR, — T T AT RE SR 1 T & M H W R TR A7 AR 3 5 22 90 2 A 28 (AN 2 L 3 R AR =
LhREMMEAERE) » 55— J7 1 A] BB N O R 2B “ . Al D 7 R eg N9k . s iy 5y H
Ay HEoK A= PR 5E AT BEAR R BE b R 138 ) A S ) S LR L AT W Rl 2 1] A e 40 PR R Y A 4R 3 A1 o
Py b iy 3t [ o

BREH
Tylopoda BER
4 ey Cervidae FwmE (B)
Bovidae Perissodactyla
2 s I E L B
Whippomorpha Giraffidae
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& ®RIH
¥ 5 Suina
i)
=%
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o,
ey
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Fig. 2 Comparison of the haploid chromosome numbers among Artiodactyla species
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Table 2 Corresponding syntenic chromosomes (Chr ID) among the seven ruminants

KA EEE KilE 4 T g Mg AE B
1 27,1 27,1 26,1 32,27,6 31,27,7 30,24,8
2 23,2 23,2 20,2 28,13,25 28,15,24 25,14,22
3 19,8 19,8 11,2 18,17,31 1,14,30 2,18,29
4 5,28 5,28 3,25 26,24,7 256,21,8 23,20,9
5 16,29 16,29 12,21 12,29 13,29 13,28
6 3 3 1 1 2 3
7 6 6 6 19,30 19,26 17,27
8 1 1 1 2 3 1
9 7 7 5 3 4 5
10 9 9 8 22,34 20,33 26,32

11 10 10 7 5 6 7
12 11 11 3 4 5 6
13 12 12 10 8 9 10
14 13 13 13 9 10 1
15 14 14 9 10 12 12
16 15 15 15 11 11 11
17 17 17 17 14 1 2
18 18 18 14 20 18 1
19 20 20 16 15 16 15
20 21 21 18 16 17 16
21 22 22 19 21 22 19
22 24 24 23 23 23 21
23 26 26 22 7 8 9
24 25 25 24 33 32 31
X X, Y XY XY X XY X, Y
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Fig. 3 Genome-wide chromosome synteny among the seven ruminants
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Fig. 4 Mechanism of chromosome rearrangement in ruminants
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Abstract: As the main source of animals domesticated by humans (such as ruminants) , Artio-
dactyla serves as crucial materials for studying chromosomal evolution under natural and artificial
selection. We identified the orthologous gene clusters by construction of genome-wide gene col-
linearity among the 72 published chromosomal-level Artiodactyla genomes, which enabled us to
build an integrated phylogenetic tree, which was in high agreement with known topology,in which
86 % (62/72) of the species were localized at the same clade. The corresponding chromosomal synte-
ny among seven representative species of ruminants was determined by the constructed gene col-
linearity. By combining the predictions by TRF (Tandem repeats finder) software and CUT&.Tag
(Cleavage under Targets and Tagmentation) data with centromere protein A (CENP-A) antibodies,
we localized the centromeric regions of chromosomes in the representative ruminant species of sika
deer (Cervus nippon),buffalo (Bubalus bubalis) ,and cattle (Bos taurus). The result reveals occur-
rence of the chromosome rearrangements (fusions or breaks) in the centromere region, which sug-
gests their shared common origins. In addition,new functional centromere regions evolve during the
fusion of a few chromosomes, while traces of their ancestral centromere sequences could still be
observed at the corresponding regions in their syntenic chromosomes of other species. The charac-
teristic tandem repeats identified in the centromere region are indicative of a high GC content,sug-
gesting that the functional activation and silencing of the centromeres are probably regulated by epi-
genetics. This study preliminarily reveals the molecular mechanism of chromosome arrangement
among different species, which speculates that chromosome diversity caused by chromosome
arrangement is an important driving force for the formation of species diversity in ruminants.
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