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Abstract: Aphids are a group of phloem-feeding hemipteran insects. Due to their some unique biological
features, aphids are good model organisms for understanding many significant theoretical issues in adaptive
evolution. Aphids maintain an obligate endosymbiotic association with Buchnera, their primary
endosymbionts, which are nutritionally and developmentally indispensable to aphids. Studies on phylogenetic
relationships between aphids and Buchnera help us understand the evolution of obligate symbiosis. In this
article we reviewed the advances in phylogenetic relationships between aphids and Buchnera at different
taxonomic levels (from higher to lower). Available evidences indicate that parallel diversifications of aphids
and Buchnera occur at lower taxonomic level. However, such relationships may not exist at higher taxonomic
level, which contradicts with the traditionally accepted parallelism hypothesis. On the basis of the detailed
review of previous studies, it is proposed that more taxonomic groups should be sampled and more genomic
data as well as robust phylogenetic concordance tests should be used. Furthermore, Buchnera horizontal
transfer and consistency of evolutionary rates of Buchnera genes among different aphid lineages should be
investigated to clarify the evolutionary relationships between aphids and Buchnera.
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UF A SIS R BB AR ) B AR, B TR
TR TR B TR FEEFR A JE (Douglas, 1993 ) ,
JFFHE A GARREREFLTEEER, MAR
M. AR, EER. ARAR. SER. KERY
( The International Aphid Genomics Consortium,
2010) , XHAECE KGR LEAF TIFHRAK
MEAT, ST, SFRRIKNAAE—RE NI
YT Buchnera, HHR N IF HRI RN ILAETE, &K
Y1 A BE S SR I LT 1A BT Bk = B TR R R AN 4
AR, R EFRNBMER X FHEZTM
(Buchner, 1965; Munson et al., 1991b; Douglas and
Prosser, 1992 ; Baumann et al., 1995; Nakabachi and
Ishikawa, 1997) ,

Buchnera J& TA- 1] ( Proteobacteria ) | y-28
& W %9 ( Gammaproteobacteria ) ] i T W F+
(Enterobacteriaceae ), iZ J& H i B F1 1 Fp, B
Buchnera aphidicola , 31 R fE7E T 1% 412 i ( Unterman
et al., 1989 ; Munson et al., 1991b) , Buchnera {3;i T %f
Ha it s P AR AL Y 7 T M (bacteriocyte ) Y, ZESRAAHN
FRZIEE REEHAZE, It H I R EF EARRRRT
% (Buchner, 1965; Braendle et al., 2003) , T &HiF
AL B ST Acyrthosiphon pisum F:[R2H . Buchenra
BERHARZ 0, BEEEMER T A ERER
BT HAFAE] 12 B AM——DBuchnera Jy 35 32 {0
TRIER, WF A Buchnera $2ALIE LT R EER,
I3k 2= FE 86 AL 5 3% 22 ( The International Aphid
Genomics Consortium, 2010; Wilson et al., 2010) , F.
A PFEN N IF HUF Buchnera 18] i P FEAE 5 2R AT RE
EFRT— KPR FEA, IER DB T 160 ~
280 mya ( million years ago) ( Munson et al., 1991a;
Moran et al., 1993) ,

W34 K & (endosymbiosis) — EH & A W12 HF 5%
AL, X T BT A B) 56 2R B A B 40 i s i U5
FHEBEE L, NI X RIS f-Buchnera
BURBFFR AR S R FHARBRL, HATHMI R ELZ M
AV~ DA A R 5 R 2 50 o BT A 2 2 [ 1) B 7R
R 2 LA S Buchnera 3[R 2H 34k ( Baumann et al.,
1995; Nakabachi and Ishikawa, 1997; Shigenobu et

al., 2000; Nakabachi et al. 2005; Thomas et al.,
2009; Nikoh et al., 2010; Wilson et al., 2010) , &
M, EEFX R LA R REMAEAR, TE
ETREREHNTRERARHE WL R . B
AR T D HUF R R R T2 X H Buchnera
MRFKE RFR, 128 R -Buchnera VA7 LR

i, ( parallelism hypothesis ) ( Munson et al., 1991a;
Moran et al., 1993) , B 22 HIIEHE B~ 20T )
MREFEAR, I BEREB T (FHEEERIE)
REB T (B S LT ) /KPR 3E [a) 56 R AT
BB — &2, JFAAIE 5T R e T P TRl B4k ok
Fo AT B4 IR H AT 8 R -Buchnera RGEKE
PR BR, UK E A UEYE BT R e B o LR R,
ALRGLRR T AR BRI, FFAHE T
BUASR H PATEAROR R PR, E— 2P 4R T
FIREATEALPLIE , It U o] 58 4 R A P & AL 6
R THEHI

1 BERHTAELRENHZUXR

Buchnera — AN NFFLE T BT A 1Y 57 S Fp o
(Buchner, 1965), J54zHF5E%F Buchnera 4610 DA
POz 20 T B 3R 2 A I R IR SE T X —
(Baumann et al., 1995) , Buchnera £ A M 25 H
Mo, BrBAhRENEREEELS
Buchnera 37 T BR R o B X 4 4> F B oF i S Bf
[ 45} ( Aphididae ) , BE%F #} ( Drepanosiphidae) , &~
FEH( Mindaridac) F1AS 8 B4 (Pemphigidac) ; 76
Z NN B BF B 5 26 R S8 (Remaudiere and
Remaudiere, 1997 ; Nieto Nafria et al., 1998), i% 4
AR BEA Y T 5F WAL (Aphidinae ), F B W A
( Chaitophorinae) , 21 IV £} ( Mindarinae ) F1J8% 45 if
WA} ( Eriosomatinae ) | F) 11 4~#)Fh i) Buchnera 1)
16S rRNA ZEF B34, I 55 TIEARFHE 8 15
HRBRH TR G K E W (Heie, 1987) BE4T H R,
Munson 5 (1991a) K BLHH R Gt K B W MR TN
SERNNL, AR ZEATE 80 mya X 4 I R
WA E A —RAZ Y5 Buchnera LT 3EA G
#, ZJGW A Buchnera RH T FATHISC R Mo

Moran %4 (1993) 4347 7 5 Munson 4:(1991a) #H
)R L1 A igF e iy o K B2 0% B 55 — A 4 b o
Buchnera fJ 16S tRNA 2 H, FHE T L —FHW
Buchnera REGRBEW o TENFEFATIE AL B B Al
e, AT A R SIS Ak A RN A ) B S Y ]
LA K 16S rRNA R R #Eib# 2, {41+ T Buchnera
RGN F 2T S R], I B A i
&M Buchnera Z [B) N 3L R R BRI T 160 ~
280 mya( /&l 1), H:TAH[E K EF RUF Buchnera BURE,
DI R BT 18S rRINA 5 [R] F i oK 1] 24 1k il 3R AS 1) 15F
HArFRGEKER, Baumann 55 (1997) K15 T 5 &l
1 —BXT R R
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B 1 wF s K H Buchnera WSFATIEALL 51 B Moran 55(1993) JEmgAEME 2 ]
Fig. 1 Phylogeny of selected aphids and its Buchnera [ cited from Moran et al. (1993) with some modification ]
ZEf 2 it T 75 &R i A (Heie, 1987), P = 45 1% B} Pemphigidae, M = 4 5 B} Mindaridae, C = & 4% £} Chaitophoridae ( J5 3 & B 15 #}
Drepanosiphidae) , A =4FF} Aphididae; #5Ul2 Buchnera ZGiM, FT 16S rRNA HH I AR AT, Rt Bt FiSMEN Ec = Escherichia coli,
Pv = Proteus vulgaris, Ra = Ruminobacter amylophilus, F i ZGiH_EFREE )50 S0 T AR 35 00F s 2 Ab o A A W s B S 4 A5 31 26T 16S 1DNA HE4L
SR ) 0F s -Buchnera 2456 R Z/DIE LT 160 ~280 mya( Buchnera Z M%7k #RR) o The left is aphid phylogeny based on morphology ( Heie,
1987) , P =Pemphigidae, M = Mindaridae, C = Chaitophoridae ( Drepanosiphidae in the original paper) , A = Aphididae; the right is Buchnera phylogeny

based on 16S rDNA sequnences and maximum parsimony analysis, the outgroups for Buchnera tree are Ec = Escherichia coli, Pv = Proteus vulgaris, Ra =

Ruminobacter amylophilus. Divergence times on aphid tree were estimated based on aphid fossils and biogeographical event; the origin of aphid-Buchnera

association was estimated 160 —280 mya at least by using the evolutionary rate of 16S rDNA sequnences ( the arrow on the Buchnera tree).

FASHEIL IR EAR —-BEREG A
FEEF KA 14 M) , van Ham 55 (1997) X
Buchnera 1] 16S tRNA R HE#1T T & K UAREH
B, BRI RGER 5B 1 RS WFEEE R,
R K YR Y) R Buchnera 5 o 28 B Y
Buchnera 14 % SH 4R #F (& 1 o U % 88 405 357 B 1
Buchnera i T RGRHER) o H1 T B4 I A AGAR 5
EAR (R REGAEESRERMUAE) TR
Buchnera % 48 & B B ¥ ¥ 45 ¥ K [R], X i -
Buchnera “FATIEAGRULET 22 T B R GER A TER P 2
T —ERBER, Y RERE (5 AN EEBF h 2K
B 21 )R ) , Martinez-Torres 25 (2001) ELE T
5T F R Buchnera W43 F REKBRER, I
BEXE AT AR R TR, Z R R
EWNGRE, R ABRMBRARE I R

GERER B PR L F U [R] 43 S HY Buchnera Jf:
BARRN—3, WAREABRRME, XX BE %
oAttt — AP 4R S T BEIR), SR, Martinez-
Torres 45 (2001) BEARTE ) T PATHE AL AR UL AT BEAF7E
F) R, (E B ] TN P RGBSR AN X L
RRANGHSFRAERBERAAREITEBIE
GECRAT — bR B R R @ B 2 F RS0
RERR) -

FSRUF B -Buchnera “FAT AR — E B2
5| A ( Baumann, 2005 ; Moran et al., 2008) , {HE{j A
BT/ 2 S H Buchnera T4 i M9 X
HHUXR ARG, MFREFEN. FHPRE
BT 4 85 AN FEIEHE K- Buchnera, W1IHER
FERAICZRBUAE ST R FZRMRA W 173, DK
FE RIS 1 S5 1R B JF R BB AR F HL-Buchnera it
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R R BEIEN . 75, BB FEE TR
BERGERKBEREDECRBN T FREXKER, W
FAE—E R, W TR A B IE AR E 2 S
P, ZERGIFEZMNPRIESRELRETRR—HE
FTER R Fe (IEIAE, 2006) , B[R] —4~ 7
HEARB P RENESRAELTRABAR
S H A (Heie, 1987 ; Heie and Wegierek, 2009 )

T 10 4B, WA BB K T 8% HL-Buchnera %
GERBRZWPIR KT, B2R5F H-Buchnera 13t
RR, FEWEENNRERETER, ZED
Buchnera 5240 L) X3 BUE S FHE RS E 1, P
HENFRERBERV BT MR, R &R
BENH T FRERL B HEBIG—E B, KR
FEXRWPRRMEABRRIE, xR T X
REWRGRERR; BA—LEHRWREKRE
RAEIARRBIRE W SR (MR AR, H
B 2 B PRI B B I AR 1] T SRR AR B B FR DS
¥, HEESEMIES RGN A B 225 (von Dohlen
and Moran, 2000; Ortiz-Rivas et al., 2004; Ortiz-
Rivas and Martinez-Torres, 2010; Huang et al.,
unpublished data) , 7EfIE—HF5EH, HATHET
11 AN lF B = B2 B 33 AN ¥ F Buchnera [ 16S
rRNA B, DA K 8 AS0F it F 22K 19 M9 Fh
Buchnera W) gnd & [H (4ah5 6-% BR 8 25 B8 R i =
), WH T Buchnera RE KB ; HET 3 M
ER 3 ANLREERGE THRRELE R,
%53 0 78 Buchnera 24/ 5 Munson %8 (1991a) F
Moran 45 (1993) F#E 5%, JFHHAEIE AW RS
Buchnera 2SI Z [ Gk Z MRS LR TR, BE7RF
AT AR U6 3 S B 37 (Huang et al., unpublished
data) , JEIX O A R R R, XK TR
FALERBREE, AT UG — 1450, BIgF -
Buchnera 9 My 7e/K-F L HSFAT AL BIA AT BE R 2
BB R BURE /N S B RS

2 REMTAKFEEFRENHLXER

TR S 0 W) b S Buchnera R4t KR
BRAM—E 1, Clark 45(2000) 2 F 4 NpLik
FRF 1 AR R T 407 F A6 3E R 1 $5
MG WF I Uroleucon 14 NFHYIF N FRELR T
B, TR ARERAR opB W (B AR
R4 B B 5% ) M T AL A Buchnera RERE
B, XA RINE I — B, RIFE N

BB YT 5 H Buchnera J™ A& X NL, BERPIE BA
AT R R

RERIE i, PR M ) R 2 Ay 4 T 35 A
MASTESE R R AR RS, R EA N4
REBOT N EAT B RGERE —8E. A THK
WA KF LR B FEX M — M, Funk 55
(2000) X35 M4 Wt J& Uroleucon ambrosiae /S [R)FPEE
HIZRRIAA . Buchnera eI 2 Bk B R 2 Hr Y 4 4
AT T 507, RIKH 4 AEFH O 5E
T—BHRGEREIRINGH , W73k L0 5 R 40 76 0F
WFEP G REEAE I CATEML, BIEE T 5
i -Buchnera FF 7K L HFATE AL G R (LRBLIREE
HWEMREMAR T RRAGERKERR) . flif]
&I, Buchnera 3:[K dnaN( 4wt5 DNA B4 i 111
1) B WAL ) HHEIL R 2R 2 R KA SR COL/COll
92 £, RIEYL Buchnera B[R RT LLRE A 857 B
RFEAE F B 5Y . Wernegreen 55 (2001 ) t & B 45
G I8 Buchnera K4 b 5 & H R G U O 1Y &
AT RE & AR T sk iEfk, H I X B3 (H BT i e
RGN EA I — Bk

H A BA BT FEY ML, R4k
B L PEAR Gr R Y TR AR B 1 B R R A ) b
Ak Ta) i ( Via, 1999; Hawthorne and Via, 2001),
B — T 5T B T AL R AR T2 AR ic A
KEEHE, 87/ T2 7ERN P & 4 T 4
Stk AT RER S 4 MR (Peccoud er
al., 2009a) , % T Buchnera FITRAE S M EEF B
1R 58 A8 B, Peccoud 55 (2009b) # — & ff A
Buchnera F PR 240 b BEAL R FE PR (BRI IX Bk Al 1
0 5205 o [ 7 R A e A MR ], R I i L
o A Y R S (R AH 56 AT BB AF7E T 8 000 ~ 16 000 4F
B, J£F 3 600 ~9 500 4F[H] &A= T 2 F4F FHE Y
AR R T A4k, X AT RE 5 BT R SR AR R K
P 2 TR EHEY YA K . Buchnera Fric 55
DM T ERCHTWEN RGN I FET AN
A B — 8k, SR U Buchnera 72
FKF EEARGERE Bk,

EIRET ANFEARH B T K B B 58 R BR T 2
Bl dUB B AR, B B RIE 4 ERAR S b SRR T I
Hi-Buchnera FAT /P AL R FR, EXF R R WA T
Buchnera WIEAEFF K. PIFREFTOKF LIRS
RE B 7 B 2 AR h i TR, &
T Buchnera HRic 4 I 4 B 25 3 434k 1) 38 38 A A% 1
WL B LM
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3 FH-Buchnera #t X R FRHIEWL

HRYEXTF AN Buchnera 1) T ff, —ANBH L
HIZ5 IS, BF R -Buchnera N34 S R AR F I A
I A S ) — RAB AR R Y S, X T E
XA RAEL, BATEHR B RIE, Bk
2 HIESE R I 7E R R oK LR RER A
AT R, BRI R 5 SR FER

K IR L, PIEERBR IR R, K3
T Buchnera 4 Jfl JiT 35% % 1 £ 3 3 B A% 3 M HE AL
U B -Buchnera 25t K B A& R 7E 5 B By oo AR oy
L LMZESR, FTRER S T MALHI (B 2): —
J& Buchnera JE[F 41 7£ A [R] F B 32 7R H 1) Ak 3 8
FEEZS], B KaRIMEAL, BB T WE SR
MITRER B R EARN KRR ; ZREME R
Z A R, Buchnera TENIE AL H R 47 B2 3
B R 8] K AR o ) %5 % (horizontal transfer)

a 1. AN [R)8F HS7 &R Buchneradt R AL R 2 77 \
Variation of evolutionary rates of Buchnera genes among aphid lineages?
2. BuchnerafIm#6#7 (RYPFHEASERGE R EH)R LKD)
Buchnera horizontal transfer? (Ancient events easier to be revealed by phylogentic tree)
( 4% Bt Aphids Buchnera \ 15 1 Aphids Buchnera \
‘- ::( : — - - - PR
BuchneraXtBieiFzedl | | | || || | || A
SeiBIRR Y —H Y
An occasional Buchnera —>» A N e
inflection to aphid ancestor \),/
>160-280 mya Ot
NC— = | Y —
i B f&4% Vertical transmission 3 B f& 4 Vertical transmission
K K {kATE] Long time / \_ AL AT IR Short time //
R ———

(BB 7T Higher taxonmic level —> {k& 7T Lower taxonmic level)

LAY E) Evolutionary time

B2 %F H-Buchnera SEALSE S R LR B A
Fig. 2 Sketch indicating possible evolutionary mechanisms underlying aphid-Buchnera relationships
RIJF #1327 Buchnera $: PR 4 AL # 522 5 L) B Buchnera TR H 7] RE 18 BT HL-Buchnera G5 K B RTER R TCHRG N T EFFEE R
ML ; BERE R AR AR T A5 7E R E R B F{ABL, The variation of evolutionary rates of Buchnera genomes among different aphid lineages

and Buchnera horizontal transfers are probably the evolutionary mechanisms underlying the difference between phylogenetic patterns at higher and lower

taxonomic levels; the variation of evolutionary rates and Buchnera horizontal transfers are easier to be uncovered under larger evolutionary time scales.

Moran ( 1996 ) X%} 2 — X ¥f Schizaphis graminum
T FAAEEF Schlechtendalia chinensis 2 Fisf Bt Buchnera
9 16S rRNA F:R A1 8 4w 25 R 1 AL R AE $E AT
T, HEESHAERAILAEHE (M0 E. coli)
FAAE O PR B AR AR AT T X b, R ARAE Y
Buchnera P3[R LY R AR 15 40 TR A4 25 PR A ik R B
BYIRZ . B Buchnera ZERFE WAL A TR T
AL, BB -Buchnera RERKBERR,
BERIEAN[F] Buchnera J PR [A] FE 4L 3 3 DL R B AT 7E
AR X R AR R RR — B AFEE R,
g EYF, R[FEF B ST R ) Buchnera BRI AL AR

ZHRE&T BRI E SR E LR
TOKF ERRGREA—BE; TAERE Y TTKF-
b, F—XRNBARFELE R F R R Buchnera
ERMFHEFAT B, HRIANFERELE
B — 2 P (Clark et al., 2000; Peccoud et al.,
2009b) ,

Buchnera fE—FpE M LR T, 7E8F R 3%
AT AR 1) 3 5 ICHEE 365 A 35 5P 40 il i 47 ) R 2
BEifik, FHOA AN AT REFE It S 2 ] &k A= )
¥ %2 ( Baumann et al., 1997; Baumann, 2005 ),
Clark %5 (2000) #1 Funk %5 (2000 ) #FA Sk 5 1 6] R
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A[E K4 Buchnera WIHE M) %%, EAR HEIIF A
BEHEMUEYE W78 Buchnera 1 MR H &4, (HiX
ARSI T AR SE B X, BV X [R] 5 e s
Z[8] Buchnera [ HLERST . Clark 45 (2000) A0 H
BETIEHEB T0KF b5t 35556 R B 5T R Y
i Je H: Buchnera BIBFR A BRIE /R M 8, XT IR
NI (B LT 30) o BRI R 38 B 2+
W) 4F 1 -Buchnera TER B TR AR B R LA
XMRFR, BRFEPIE RRA R, Mm%
AAIRER AT, 5 Ak A o B0 8 7 BE AR i
WA SETEmE B - RS = R AR T R AR 5 4
b, TR R FE AR B I B T BRAFE Y R 0 2
% (von Dohlen and Moran, 2000; Huang et al.,
unpublished data) . i i}k, ZERHF R TE
SRR, A SRR SeFP R I S R A A
ZECHIFIRE, AR Buchnera AT L) A 51 40 M 17
REMERER, Lhi, EERARREEEET,
RS R R BT W W R B IE SE T A & AR A R T R AR
J54%(Zhang and Zhong, 1990) , t.H 7~ Buchnera B
AHAE R MR RN, ZEEBARF P, B
) 5% 4% & AE RS T BBAR LU DN , B B AR /N
B, 0 JLTF Rt AeatiB) , 475 RT 6B B e -
Buchnera WM IGKF LRI R KRR, R, &
RIEEEBRYE T W K -Buchnera 7535 % IS HF ] —
BN EARGERE B, EIRHEHITKFE L, B
fERATHAME R, (B i)
WABGHERGR B LK, FHikRR
HPEWEAT LR R

4 RE

BARCA AU T A 38R0 5 R 40 B0E R
PHAEWF B -Buchnera & 35181 3¢ & L4 & Buchnera 3
K 4H 45 4iF ( Shigenobu et al., 2000; Baumann, 2005 ;
Nakabachi et al., 2005; Moran et al., 2008 ; Thomas
et al., 2009 ; Wilson et al., 2010) , {HZE R ZI| FH 7 lof
Hi-Buchnera % 2R b W EA4L 56 2 LA Ko A4 )R] 2 A2
KRRV ERERE, WHEEEZHNRREKRE
(AL ) 77 e . PR IEHE R P B 7R =
HH TR FUR B TT K R G R B R
TE25, IS Buchnera B[R ZH B AL AR L K
BB A K, WATFTEERA BT RX L
i o

FET R ZHURE (B 32 R & 2 00 B O

Buchnera) IR R MR EM TR ERBEHR, U
Fi Buchnera TE7[R)45F B 32 2R ) O 55 RS SE BRI 5 (4
RE L H AT ), #F By T % W b 48 7w 57 H-
Buchnera FEALICFR , I 5B 4 b AG oy 486 1) 5 B2 1 AT B
Mo B NFERIEMEZEN B Z, KIF Buchnera
F R Z 8] DL R EATEE R [R5 B S 2R i AR 3R
ROE—BEFEZER, XA BT WAt ) R
% Buchnera F:RHEAL, LA KNt iF B -Buchnera
RERKBRABRWE W, F— NP ReERA
%) ) &% 7 ( The International Aphid Genomics
Consortium, 2010) . Buchnera #: K 2H % /) (416 ~
641 kb) (Moran et al., 2008) . L) K| Fp A0 3 R 4H 2%
A B 93 & B (Schuster, 2008; Schatz et al.,
2010) , fEAEFRA1A AT REZE T R EZEF H IR R
A SCHTHR K g JU T T R) A, IS T 5 o o 4 2 0o
FA W a) A 5¢ 22 AR R 40 B AL 2R A%
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