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Molecular evidence on the phylogenetic position of tree shrews
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Abstract: The tree shrew is currently located in the Order Scandentia and is widely distributed in Southeast Asia, South Asia, and
South China. Due to its unique characteristics, such as small body size, high brain-to-body mass ratio, short reproductive cycle and life
span, and low-cost of maintenance, the tree shrew has been proposed as an alternative experimental animal to primates in biomedical
research. However, there is unresolved debate regarding the phylogenetic affinity of tree shrews to primates and their phylogenetic
position in Euarchontoglires. To help settle this debate, we summarized the available molecular evidence on the phylogenetic position
of the tree shrew. Most nuclear DNA data, including recent genome data, suggested that the tree shrew belongs to the Euarchonta
clade harboring primates and flying lemurs (colugos). However, analyses of mitochondrial DNA (mtDNA) data suggested a close
relationship to lagomorphs and rodents. These different clustering patterns could be explained by nuclear gene data and mtDNA data
discrepancies, as well as the different phylogenetic approaches used in previous studies. Taking all available conclusions together, the
robust data from whole genome of this species supports tree shrews being genetically closely related to primates.
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J AT TR AR W A R RS (Corbet & Hill,
1992; Helgen , 2005) . H 1 Jb # 5 (Tupaia
belangeri; JRFRH AR i) A2 2250 H 713 [ (1) 4K
%, kAK 140~230 mm, JRIEATE 80~200 g
(Wang, 1987), 3~4 HsTERGH, M40 40~45d,
AL ~35d, — iy~ 1~6 K, il %" 3~4 H(Peng
et al, 1991). HLAR NN O A ~200 4
P, {HEF 20 20 80 AEACH R 42 sh A 7E
A=) 7 T BIE A 51 R A 22 1Y) K (Sargs,
2004), HFRI7EA BRG] PR TR R
PR SO BN IS Sy T R, HR AR
ML (Xuetal, 2013), HEAGAERN, AFE A
RS SRR A, B2 N T AR 25
A 22 A, U IR AE N B T R A2
(RIS T BA R R B AL 3 (Jiao et al,
2009; Shen et al, 2011). 534k, HEIHA IS
Hh i K - EE L, A5 D) BE R A 2R AT MR
95 [ FRAEAR 7Y (Peng et al, 1991; Previc, 2009). 414>,
VE I —R A AN A B B2, #i
YIS SUES I YN WIIPSE

T8 4 I T A2 0 2 2 S0 i 9 22
(TR, ) T-WE i B B Ak 1) R GEREAL 43 S HIAT )
WU AR RS B AL . i TR TS24 5k
5o iR s ez e g xs, S5t
ARG AT — H 52 B4+ (Shoshani et al, 1996;
Olson et al, 2004). A T fFPOXAN W, #HIEH S
Sy RL I A AR () DNA K BECE: 52 /2 W i
ERER A ), AL MBS M E S
2 BhUT 557 AR T B 1) B R B 55 A 4 ol ) 53
G FR RIS M TFBRIA T T 9T
RARBHABRIKIE, WS PR R4 T
BRI FUEYE o A SCIE L [P B5TR & ) 20 28 HLA
PRI [H 27 AN ) 2 b, 2B Gkt
DRI P 21 FHAZ 2 R e A Kt DABS0E AT TR i 1) 3%
e A o S (P, A T A DR R T E A b
B

1 RS 5 Kbt

L1 BEARTEME

1780 4, — SRR BRI A AR S I 4 YRR Aff 4
BRIz, HEE] 40 A1 FLsh P —
AL IRBFIMTHINN, IR HEE, e et
W 44 3% T W R (Tupaia glis) B2 AE b & JE 1

— AN 44 A Sores glis Diard, 1820, 1821 4,
Raffles 7 i #9890 #p 19 [\ I LB B Tupaia
ferruglinea (Tupaia glis 7)) 54) ST T
B 60 B (Tupaia)(Olson et al, 2005). Mtji Gray T
1825 4= LA i Jeg Ay A5 X g it S7 A W PR} (Tupaiinae)
JE TR (Talpidae), ARULIN FIRERMU T B
%Wl (macroscelids) UL Ah 1 Fr H LA & K B5h )
(Gray, 1825). BHAEWIFTHIRN, Frilfif il 2=t
FUERE, 19 A b R IR & RS fE e E
AT (B i A 2R IX 5y, X—K
MAEEA S 32K EIE G A 21 A1 &
S 2EF 98 FTAE SZ(Murphy et al, 2001). ARt
(1) T 2 2 F 50 3 WY A8 W R 3h ) 55 s 4 1 A 2K 5))
WAL RN AE B 2R 4 7 T B A AR, Carlsson
(1922) 15 Ik FE Rl 5 R K H 2 (A A7 A2 35 2% V) %
Z, HAK WAL AE . i UUHE. B miE &
AT ARG TT A IR 2 L AR, (H 2 X LR AE A
S At HRREh Py AT I, PRI A B
PIN R 5 H (Prosimii). 13X — 1 1t bl 5 £3 E
FETRE0 SR R S B ST A AU S e
(13 HF(Le Gros, 1924), Jf Hi5 AW, 7 1 HES
BT 45 AR AR R R a5 AN R K H 30 (Novacek,
1992; Simpson, 1945). X1, 1ER—AHL2EEE,
W ICIAE (R S6, T A e idiar — N H 4%
4y 2% ¥ 6 —— % §i) H (Scandentia)(Butler, 1972;
Luckett, 1980). Zeller (19864 i Sk T4 K A
(IRIFIE 25 LB ARt S R A SR R] JC IR 3R ) iR B SCRF
RN AE A — AT H o T RAE L3 e
Loy R TR, T RG K E IS RN
P f 32 R “aHek” WRIEMm T —
A~ E ARG 2B (Murphy et al, 2001).

1.2 FENRBIZEE

TE IR EER H o — MO R IG G, AT 2R

HAWILAY TR RGE KRR, WHATELERKEH
R KB 3 SO Wi v s 53 S8 5 AN A
ANDFA e BT E KRB LT =R (1)
J% ¥ H (Dermoptera) fl 2£ ) H )4 24 58 fth 5 28
(Sundatheria) ] — 310 A R K H I 55 R B
(Madsen et al, 2001; Murphy et al, 2001); (2) 22
H 5 k3 Hsh MR K Hsh WL FE Ak T RK3)
) (Euarchonta), it — 4 R K H K3 HIH R
K JE 25 (Primatomorpha) I} & 4 2& ) H 111 55 & B
(Janecka et al, 2007); (3) WA\ A ZER H 1R 7R TE
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H (Lagomorpha) [ ¥ £ 57 & #f (Amason et al,
2002), 0 EmGA H 3hW— [FTE R T RAC R H ik
NY(Glires) s> 3. XFEMFRNT 245 H, HRKA
RGN 4518 .

HAT, 280 H 80 2 Bl BEGE SN R R
(Tapaiidae) Fll 3% B 5 # Mo L 1% 3l 1) 28 & A4 & )
(Ptilocercidae); 5 J&. WEIEIH 4 BAIE, 4
e BV 8 (Anathana) 41 )W 5 J& (Dendrogale)
W 50 & (Tupaia) S AEAE =W JE (Urogale), 28 R
MR A — g 28 R i & (Prilocercus); 20
Pl 44 WA, AT TR 2R 2 A ] Fe 5
Horp g K& W B8 (Tupaia), 15 B 40 WEFP
(Helgen, 2005). SR IXAE) 73 WAL S+, Davis
IR o ANRTAT, PRk 40 R A ) B2
A T2 2 B8 R At B i) 2 8] (Davis, 1938;
Olson et al, 2005). B 24 H, XJF2E50 H 204 15
RGN R RINIE AT — 4518 .

bW 6 (Tupaia belangeri) }y 25 H £ 3 [E 1
ME—ARZL, AT ondr ik (Isthmus of Kra)LAdtith
X, ROFGZRE. RZE. R, M. dif. An
Py EEEARIEES S [ &6 A2 AP5>2E F, Wang
(1987) F& T-40 B Ak SO &R LUK [E B
AR 3 A 6 ANERY, B JEVGNERN(T . chinensis)-
2ot AT, b. gaoligongensis)~ WEFEILFN(T. b.
modesta)~ JEILNEF (T, b. tonquinia) JEFE WFH (T, b.
yunalis) . BE (LRl (T, b. yaoshanensis) . &
Corbet & Hill (1992)7&I\ T H ) 4 AR, {HIA
M chinensis F1 modesta N [F1¥) 54 . Helgen (2005)
PR AL §AL 73Ry 2 ASEFR: T b. belangeri F1 T. b.
chinensis, 43K, AR H T LS IZ AR A
BLMEREATAF AT

2 Zhifk DNA R8RS & B 3149

ZERifk DNA (mtDNA)hFHA BER gL Kt
ZEAMEE R B ZH TR RGO R R
(Arnason et al, 1999; Derchia et al, 1996; Krettek et al,
1995; Rasmussen et al, 1998; Zardoya & Meyer,
1997) o B4 28 o7 4 4 3 PR 41 g - Pl o 6] R K SRAIE T
HULME 2000 SEJ 7588 (Schmitz et al, 2000), 4>
16754 Mg, 5 CRIIRFLsh P Zehn th L I 2L 24
WHEA AL . AT BRI AL, W Rl R A4 DR 4 1
COXII F=FIFI (RNA-Lys BB A%, 12407 5 5 a4

Hzh¥ )L A5 (Cavia porcellus)FA 1], {HANEF 1
f i LB o

Schmitz et al (2000)7 F B4 i 4 ki /A& DNA 4
(1) 12 AN A Y5 3 H W SR g
(Artibeus jamaicensis), Wi A H 3%/ 5K B (Mus
musculus) #Z 5 (Rattus norvegicus), ¥ H W)
WX % (Oryctolagus cuniculus) ~ K %% i (Cavia
porcellus), {HEFEIYIY (Equus caballus)~ WRIHEF2F
(Bos taurus) VA J 7 AN HAARENE RSN IZ W H 30
e 74T R, JF LU0 B (Didelphis
virginiana){E N AN, WIEANEREE, &N N
P &2 B H s i 255 RBFIX A 4518 H 8
(A5 B . Lin et al (2002) LERFFT 4 IE H FImG A
1Y) mtDNA JERAM RS KT RRSRET, Wk
TRl 5 T8 HAF RN R T o0 2R, 220 H 2
B H B 255 28 . AR XA R A E A A BE
AL, AR A B3 R H I ) — 2R
SY— E H ) (Schmitz et al, 2000). T,
Arnason et al (2002)i@itX; 60 /> ELE VA5 11)
mtDNA LN 4P I ERZ IR AN L FKF B REAT
RGN K B R ZR T, KIAEA S 3 H sh Pl
W (Cynocephalus variegatus)FIIEHL T, 5 RIE
H W24 o8 RMRELE T RKBW). 7ok, 28
WA 2t (1) 2 AL 13 A4S, {H 2 Schmitz et al (2000)
g, WA R RS (1) & ND6, X2
T ND6 £ [ 7/E 2 SR A B b5 FoAREE b A4 2 i
(1) 2 A B AR S B2 EF K (Waddell & Shelley,
2003), fRDBH T RGH M. AR, FH
XFEAR S K INEE F T RGO G tr, Bor
W 5 W5 5 H B 10 25 2100 RAMOAR BRI T R K
) (Waddell & Shelley, 2003). S5iZ4i R
&,  Hudelot et al (2003) FH%dE A 69 A4 Fl
(RIZR i 4 JE I 41 1Y) tRNA R rRNA JP41, Xt
RNA G R (RF 5 (110 DNA-ZUE IR ) 25
(1) RNA, i 5 ok T 17 40 Hh il ik 1 A8 e
PEY, e HIARLAR VL o (1) 1 A A A5 2R B4 4 A
RNA A AL E 43 O T B 5028 FH B £
SUBEARs 0E T AR BN AT A FH AT SR, Fi N b
U5 (Bayesian algorithm) 15 /K 45 K 523k
~ P51 (Markov Monte Carlo method, MCMC)
DLER TS AT RE ) RGEEL K B MRS IR SR,
S5 AW SO R 5 A T8 H 3D I 556 2100 3 58 n 4
I (Jow et al, 2002; Hudelot et al, 2003). HILE K,
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mtDNA - cdfs 70 Hr K 45 2R — BOA G B2 G A H 3l
PIRIL s 55 24

FERPIEE R, JRATIE T 3 B [ B g
(Tupaia belangeri chinensis) F1 1 3 5 >k Jif M
(Galeopterus variegatu)¥] mtDNA 2K 24 741 . 45
E I NARAE 1) R A S P HABAH S A ) mtDNA
SN Bt BATAEER H . J 3 H AR H AR
RIUEWIP 2B FR G RAAT T HEM . SRR,
H B AR LG R mtDNA DRI 2 ) R 41 23 A
2R A HABHTFLED YK mtDNA HERIZLAALL.
WKE 12 DMERLARE 1 2 i TR (R Sk B W
R BRI H S AN Y H sl W) 2 18] 5% 2 SN
D1, 1 B H SR RASEEN WAL AR o 145
RERTNEET mtDNA Bl A i Ry &, 3k
TR A AT mtDNA FERIHWTIE R 45 R L], W
W) 7] A SR B W) 1K) 26 25 5% A8 9T BeAT W FA T AER 1)
218 (Xu et al, 2012).,

RSl 31 P P AN [ e ) 1) 2R 0k 7 LA A
— AN HRIF ) B . Olson et al (2005)F1) F BLAT {25
PERIZERLAAR 128 fRNA JPAI B 00 ToRAZA
I CHCER R IR SER T RR, WANER
R Bl A B AR AR S R, B A R
PEOY I A R P B S FAG B R RS P A
TG AESEATSIRAR ) i SRR A AR i 1] (1 e

3 BRERBGESF

H T mtDNA ZE KR BRYE, ok B A2 R R 14
P Bl Ae 22 i Y. FH T4 %) 2 BT R . TS
EER B 2 MR R S, Ht AR 2t
GE, BRI IX LRI ST 7~ (1) 25 AN A ]
3.1 HIRIREE B aEREIESSE 7B

Madsen et al (2001)if L5311 26 P G EL 39
KB435 5E 5708 bp £ 2947 bp [ DNA HE% H B,
o T RS B 3 H SRR K H 3 3L FDE &
REYIX— B (HIXPED DNA Bl 4 Hr i &5
A% 5708 bp ) DNA $dlt S £ bt i 55 iz 3 H
APILIRE R 255 2 8E, 11 2947 bp HidE Bon iy
R S AN R H 30 (R 55 R A B4 FH sk 47 2))
V) HIANRESE A id . AE[A I 4], Murphy et al
(2001)FH] 16.4 kb ff) DNA J Bt (145 19 MZ R
F 3 ANRARIER) , TR DU SR i K AR
X 42 FE TGRSR 2 MAEARENY (1 A

AT T RGEKE RREL, 4IRS R H
WINIE %55 Z8F. 745, Amrine-Madsen et al
(2003 KA B (APOB)MER (3t 26 1M
-, 1342 bp), X 63 A& T HE N s PdtAT 1
RERERRNHMN, K APOB KR v B IRl
Murphy et al (2001)#F5EH1 16.4 kb [¥] DNA 7 BtdhAT
PrE R, DU 3 07 vk A KA AR L AT 43
DTN ey i WSS ASEL/IES” SES DIk
1T, MR APOB K5 R SCHFR R0 5 4 2 H A
v H 8L R 2 i me ik sh 4 4 3. RS H3h#)
) G f8 4 PE] 4 (chromosome  painting) A1 41 i £ Y
EEA A AT uE S, B e (R A% 2R AEDGE T A6 & H AR
AT AR PE(Mdller et al, 1999). Nie et al (2008)i itk
P AR R Ge i 7L @S T N 3 H s e 1)
IR A GO AR LIS, feffiE T 44 DA
NFEREPE QAR G, dlid S O R R G AR S AH L
i, G H# % M(G-banded karyotype) /3 HTiA b ki Ei 5
Witk (Galeopterus variegatu) 3t =24 — AN PEF AT
B ——HSA2q/21, % NJEE G BUB
(human syntenic segment association, HSA)$Z 7~ il
iR ik &R, IR XA = Ak | T
AP & Gt AR o Bt AR [ YL 28 SR SRR i Bz
W H ZWIREINIT 255 2 (Nie et al, 2008).
32 WRIESREEHIMAMRKESNIEREHRR
K

o RIE % DNA WF5T45 B W i B 4
FRGRRBIE, M5 RKHIIYREE KRR EM
ik, =3 —[FEHR K 5r 3L . Janetka et al
(2007) 38 3L P AP A7 (1) 7 200 R H I EEAL R &R
AT To0Mr: B 21 AR KEH SR Z4H
TR LA A AN B (AT 197522 SRS
AT T 2P s, B, 3 AVRE sk
RICFF RSN R AU, AR AT AT IR S
RSB R B R R A, ORI R K H
T T AR S, MRS R K H s Rk =
T Hik, FIH~14 kb 3t 19 AMZIER P F
BCHAT DU M s RAARIE 7 b, W R SR E
W CRE S R H s W S K 3 W) K 3 H 304
Wil ZE5 RS mtDNA srfrgi R—E. 74,
Killian et al (2001)FHH 8% 6 BRAIEE & 2= A4
KA 7 11 P B BEAT 73 A1 (1) 45 A 347 b ity 5 e 32
H P R H W) — [FTE R KB 5y 3, B %
WHIW S RKHEWWREG KRBT,
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3.3 Wi EMSE s RNIASSE AR

H A 4% 5 DR B4R &5 SR 5 R A £ s 45
—EUPHRE, WosH R E TN 3)Y) . Bailey et al
(1992)43 47 1 11 > RAK H S HIR i 55 1) e-BR i
LKl (e-globin genes), &5 4L Wos iR 5 0¥ H 1) 5%
SR AN INELE . 5346, Porter et al (1996) L5 T4
FERERLE IR 27 A% von Willebrand F-1-(von
Willebrand factor, vWF) 5 28 “5-4h i 1 [ 41|48 5, S
R ONTESR R IES EL OBV AR R T ) (P
W& A B ) BT S 5% R A . K 3 5O 5 4 (short
interspersed elements, SINEs)>KJ5 /) RNA &
A7, 33 4 N 7 A7 AE TP ) A% 40 i 35 PR 4
Hr, B SINE HA7EFERI AL b #5 DU S AEAN )
YA A 2 e AN R AR i, 4G SINE A
HRUMARGKE 57 TFrid(Kriegs et al, 2007). SINE
H 7SL RNA wEfbimnk, I BAEH A 1R Kshddh
HAANRRFTAETE, AR R AR i ZRE A
(Kriegs et al, 2007). Alu —EAERARK HEB)
YL, B1 BRI H B I, B R e
Tu AR (Tu type-m)/7 41 52 Alu F1 B1 84y Fp v
HIHH &% (Nishihara et al, 2002). 3 i R4 48
FORINFIR AL 5 AT S e skeddi N, i
W 5 K W (Rattus  norvegicus) ~ /N ZK T (Mus
musculus) FRK S (Oryctolagus cuniculus) % T 14
AL SO AR, XA B4 Bl S i ik sh 3L =
B 22 AH [R] R MURE S sk A A\ (Kriegs et al, 2007). {H
T Kriegs et al (2007)AfF 57 S/b HoAt 5 72 H 354
UM R B o) A i ELAA PR A A7 R e SR AL 5
Z 115 5 . Hallstrom & Janke (2010) I FH 5 KALSR
X 31 ANELB ) 3364 A [RIUEIE R BEA TR,
g5 R WoR W S A S PIsE 4 ok R AT, {H pSH
(Shimodaira-Hasegawa probabilities) & Il 75 — & F2
JE B R B R A H AT, AR MY 2% ) A
(neighbor-net) JGZ: A & 4 i 55 R A H FIG 4 Zh ) 1)
K F. Meredith et al (2011)%:T 26 N3 RR I HK
SRVEAN DU i i R G R BB, R IR i L5 ik
WEISEG R R T .
34 2EFBHFBIMBHZERKELIAFE

Lindblad-Toh et al (2011)F|/H3%[E Broad #F7%
T AR IR 23X R AN 76 B8 (R il ERT 20 0040 B ) T 29
MHANNRGER B KRR, WS el R
KRB AL AR — T 5, Song et al (2012)
FIH 447 MZIERER 37 MIFIRGE KB W,

I 30 15 A0 Tl 4 11 e AR LR D A U5 ¥ (maximum
pseudolikelihood estimation of the species tree,
MP-EST) A1 4 Fft 9 1) ~F 25 45 2 2 4 v A ik
(species tree estimation using average ranks of
coalescence, STAR)XI &Gk & WHEAT SRS HITPAS
TR RACRIIR GRS R NI . BB
FFE T A AR P AR e B 58 i T — R 4
Pl P A B PRIy, S o B eIk 79X A T
WS 15 N adE 6 B K2EBhW). 2 Tl
WRB S 1 B 2R iR R 48, SR T
2117 NIREE DR A RGO B W 4R8N, &
WHEH] CDS J@Aik 2 8 E e AR, BRI Y
REERAE K, HRKIERGHIT (Fan et al,
2013).0 F T BB IE PRIt 55 18 730 B I 1) A8 7 Al 5 2R
KK N 1A 29 % A 90.9 1 J7 4 (million
years ago, mya), IfM&ASRE 5 R MBI [A]KZ)
RAEAE 96.4 B TR (Fan et al, 2013).

IRV I AT TRl ) 4 i DT A Bl s b
RKHEWSRG R R G, Hili TR H3)
YRR A R A k=, PRI IRATTIGVE S N 4
I B RILAE RASBI 70 S P IBA

4 Z5iE

gr LTk, AR BRI 50l M B A RE R
HIVRRZ I R e 9 Bt AT RS A0, s (XA
WAL AT A IR R AN TR] o Z b A4 ES 4 {61 1) T4
VE Wi A KB IIE 555 2, HRIE H sk AR
I N F: (Adkins & Honeycutt, 1991; Arnason et al,
1999; Schmitz et al, 2000; Xu et al, 2012). %% F %
o MG i) T S FER R AN R BP9 3, AHHARR
RERIRRR AN, A NN WL B 3 H sy
WEIE 5 55 2 #F(Madsen et al, 2001; Murphy et al,
2001), A AR =F# B T R KBhH5r 3 (Janecka
et al, 2007; Killian et al, 2001), 145 A A KB -5
WEIIN SRS RIRIT (Allard et al, 1996; Bailey
et al, 1992; Porter et al, 1996). 4L ZH X 5o~
W15 R K H 3 #23L (Fan et al, 2013, Song et al,
2012), {HFORG 1 8 A2 AT A T30 1 4 2L R 21 1 21k
tiR.

BRI 1 g A RO AU 1) 7 JE M oy - igi Ak
R P P JE 5 S0 % 52 I R B R 43 8 1 A7 1)
Ze 5, AHZ BT AR RACRKIPEG S AR
b, B TMETIIBOA N N T R R
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BRI R KR )y rh ) 2R 88, RERTE TS o
I AR 7 T AT SR AE S S R AR R AE AL AT
PIRE L — SRR R S RE H — 3, $ne
TRIE T IR RS B2 H 5 R K H s
BEAL R 73 AH F] B TE AP AE(Allard et al, 1996; Liu
et al, 2001; Miyamoto, 1996). [Klt, ANiEE 2k
A4 370 1A 25 TR 470 ) 4 i 53 A 3 18 A7 (9] i A
AT AT SRR, SE 2 ARBL)
W& 5 G HARRAR) — T, T Gk 2 B A e 1A%
SE 3 Hf
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