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Abstract Bees, together with apoid wasps, constitute the family Apoidea of Aculeata, Apocrita, Hymenoptera. Due to their
importance as pollinators, the origin and evolution of bees have been a focus of research since the last century. With the
worldwide discovery of new fossils and the application of new methods of phylogenetic analysis, our understanding of the

early origin and evolution of bees is being constantly updated. Here, we review the history of research and the current state of
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knowledge on the origin, evolution, geological age, geographical distribution, and phylogeny, of bees.
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S (Bees ) SHJE T H Hymenoptera
MIEY H Apocrita 1 FEE#B Aculeata % ¥ iR}
Apoidea ( Branstetter et al., 2017 ), ## 5EBrh
PRS2 Z&, P35 (Spheciformes, sphecoid wasps
o}, apoid wasps ) Fll % %2 ( Anthophila 5§ bees ),
S CH NIRRT . TEh SRR, B SC RN
IR R R R I R Apis BRI, JEICRRZ N
Honey bee, HHv gl AT 2RI Y A 7 7 4 1
Apis mellifera FlI75 7 % Apis cerana, |~ X L%
A i s e R ) SIS, SR T Bees H8 4K
ASCPTRAR T BRI,

SR IEEVSIES SN iU S RS R S P R A S
d, BB =S UK, FAY 224 (4

( Ronquist et al., 2012 ), 4. H B #2001 BT
R 22, 78 A 22 B & A2 4R 5 ( Rasnitsyn, 1983;
Grimaldi and Engel, 2005; Shih et al., 2011 ), 7E K
WA, B R R A S ) IRk A B
YA, PR T IR BYRRAE, SRR AR AR
REET, BETEA T T R R AR ORI
WFGTERAEI , w29 1.2 {CAFE T
A, JF e B B A O XRG4 K il 7

( Danforth, 2007; Almeida et al., 2023 ). FA K
R R T EEILOE 7 AR, HAETCHiR
F AP 20 000 F, 7RI A ERE AR Y LIS
)R Bl 9 AT o ARl AR 3 7 AN [R] AT LA
P TIE MAAY . ST R TR  EEAER
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HLENEMRRZ —, ST EMAYHTRE, 2
KA RFLMAE R R G AL 1) =228
ARG Oy 1 & ¥ 45 L 2E/E FH( Danforth
etal., 2019),

HAE 20 e, et o 2 BRA RIS
P NG, X S A DG R) R ) A 5 A 122
NG5 o PRI, $RGT I AE 55 T A 0T 4 3 2 e
TR IBAE T EEWE L A A
FERFERE A BRI AR DG i | X LA )
ORI SE A IR L RG KT HATLR

1 HRAE®

AR R 5 B S B 55 A ) A 178 G Bt
I, HAIF SRR e vy Y A e Ak B A
7 X (Grimaldi and Engel, 2005; Michez et al.,
2012; Engel, 2025; Engel and Kaulfuss, 2025;
Geier et al., 2025 ),

1.1 ESMARESE

WA PSRRI T 19 i, =
AN £ 2774 W Hope (11836 ), Germar (1849 ),
Heer( 1849, 1865, 1867 ), Giebel ( 1856 ), Menge

(1856 ), Motschulsky (1856 ), Unger ( 1867 ).
Novéak (1877 ) Z5HR Xt 4 e Ak A7 0047 3 fA7 2R A9
ik, (AU Tosi (1896 ) Ky efbf1 &2 T
SR SCE

Cockerell ( 1866-1948 ) &5 {i X 2 i fb A1 1k
TRGMEMITR B2 o MRl R B A Tk ds
RGMEEARg, LS AU E M Z R AT
M ELEIZ G DT FAESL . 7E 1908 F1 1909 4[]
KRN —FINE S, Cockerell #iik T K E L
AUTEEBRF R R s, 2 —AOA R RS BT 3R
FAh e EAE T o Cockerell K3 TIRZ
SRAE [ % BLRAE IR S b A SR, X i
o B 30 A 5 0 0 W X EF A B B2 TRk

( Cockerell, 1906, 1907, 1925, 1931; Engel and
Xie, 2024 ),

TE Cockerell Z2J5 114 20 {40, XF#& ik A
TR B2 B i % . Statz (1931 ). Zeuner

(1931 ). Théobald (1937 ). Roussy ( 1960 ) %%

RFIFES T — RN E A YD, #es) T %
WA AT RS R

1976 4F, H[EH%¥4 Zeuner Fil Manning & 3%
&2 (¥ A% %) (Monograph on Fossil
Bees ) iR, ZHREMEH LM T 24EE, R
YEH LRI gmii B, 2 20 4 80 4F-4R
DL % 1 Ak 2 ME— 9 422 1H id 38 ( Zeuner and
Manning, 1976 ),

1988 4, Michener fl Grimaldi 1F3& E &
PO M 3R v R B T T e ——
4 2 JC # % Cretotrigona prisca ( J& Trigona
prisca), #4256 500 J74F, iXj& HATA B %
W EAL S E A A1 ( Michener and Grimaldi,
1988a, 1988b; Engel, 2000 )

1993 4F, Lutz &R T {EFE R w2 /R =R 4
S A, R AEEAZ 4 700 JT AT IR
Y (Lutz, 1993 ),

1995 4, Engel KR Tt —im ¢ Tk
AIIFSE SCEE, R 1ok A 2K )8 Ingeaa v ik i
B F—7FP, Neocorynuraelectra ( Engel, 1995 ), 7
Bifif 9 20 4F[H], Engel XJo34n TAEE , kE., F
VAR, EREE. USRI MR S ek
AU S A AT AT T RREE 2 L BT S
AR TAE (Michez et al., 2012; Engel and Aber,

2022; Engel and Nel, 2024; Engel and Xie, 2024;
Engel, 2025 ),

2006 &, Poinar A1 Danforth ff53A T 4hifa) 32
1 A 46 f) 25 25 1 2 % Melittosphex burmensis
A, HARQRE A2 1424, JFLACEESE 1 1 3
Bl e e v bl Melittosphecidaeoiz/Z*/]—?Zl-‘iﬁi
N KRV 5 B e 2k 2 R ()3 PSS ( Poinar
and Danforth, 2006; Poinar, 2009; Danforth and
Poinar, 2011 ),

2014 4, Dehon %438 T 7™ H PHPE A 1 2E/R
IR HoRT bR | 7k E ZE R R AR
JE N3 E S B i it b2 1 4 B e ElR AL
A1, 0045 2 J@ 4 B : LSBT HE 2= 16 Euglossopteryx
biesmeijeri . (& ik JE &1 Bombus cerdanyensis,
1558 [ 45 %  Protohabropoda pauli 14445 JE #h,
1% Andrena antoinei, Jf& FHJLAIE AR & 27 7 A
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Ik, T T X ESE A AR S A P Je
A 2R AR (Dehon et al., 2014 ),

12 BEARAHAREE

AR T WO Al PR vh 22 B 3 110 5 0
oA, SO TR AR 2RI, AR D BOLA
o5 A &P (Engel etal., 2018 ),

TR X e Al A BRI ARG e R
WA A AT O OB R R R S e

1983 4F, WA EUCR B A T 10
2R L LI 2 3 S22 o i) o i o e P i
1% Apis miocenica, X &Pk [E 1 YO & Ak A
FrfiaE (A5, 1983, 1985),

1984 4F, WA SR LRI PR 3B 2 30 )2
PLEY “dbif Tl % 1% Palaeapis beiboziensis”, J&
ENCHERR g aidst, kA% 1.3
{CAERT I A R (U ACSE, 1984 ), 4RI, 7E
ZIEWEgE s, bl S I AN T
W, TiJE TR, JRAE 2018 AEHER R
R bl & Angarosphex Hi( Michener
and Poinar, 1996; Engel, 2000; Michener, 2007,
Zhang et al., 2018 ),

FEIXZJ5 1989-1994 4[], kAR IESE IT &
T 2 IR ILIE & BL) S A A P, LA
THERERL 1 AP DIk 2 Fh 2R 9 Fh( Zhang,
1989; K214, 1989, 1990; KARIGSE 1994 ), Hf
Bl T IR E A A S S AR, S TR
A R FEA S T DT

1997 4F, BtASEETAERAU T fli & B %
Ak A UL S FAR D FA A R TT oA, b A
e bl 2 e 8 Apis R IEHLOCRIE (P4,
1997a, 1997b ),

2018 4, Engel SF1EH E mFA AR SCE:
Rt nsEef, RIRE R (S
)& ) Apis (Snapis) dalica, %J&7EHE R 7 HA:
RIZHE R RN E LA (Engel etal., 2018 ),

2021 4F, Engel 457 P [E 45 A48 W 35 3 vh
KB TG ik A7, Austroplebeia fujianica
F1 Tetragonula florilega ( Engel et al., 2021 ),

2024 4F, Engel Fl Xie 1EH L T4 HNBE

I RGE R e i A, AR IR 1 % 1

& 1 fh— 5 HERERE Glyptosmia hemiaspis, %

HR 1R 2 Rh——rh AR KOE SRS i

Thyreomelikertes electrosinicus FlIfL GG B F &

Hr#é Thyreomelikertes kongi ( Engel and Xie, 2024 )
(K1),

1 mm

E1 spEREEFEHE ( Enge and Xie, 2024 )
Fig. 1 Photograph of Thyreomelikertes electrosinicus
(Engel and Xie, 2024)

T H AT A SRy s Al 3w K 3 B
SR DI R E R, i A AR LR
IAE ., Zr S56 FREEIH AL T (£ 1),

2 BESENK

= e S 2 N S A A S R N
HAEN— DR B LB HRE LWEE
5 TS H” e, fERP s B H Lk
He ZREAVER ST (Peters et al., 2017 ), {H7E %40
ZH, R AT R I A E k. KL
e, WRIEE IR IR T, Az B
B A IEHE 3255 ( Danforth, 2007 ), 2023 4,
Almeida S5 18 RGE K F o HrHERT, HigER T
12 AT R R, S e T 2 X R
2K ili B ( Almeida et al., 2023; Ramirez, 2023;
Henriquez-Piskulich et al., 2024 ),
Ehe 5N BRI E B H BN R
GRFR, BOANIE NI WA e A R
( Danforth, 2007 ). BLEA UL, SBFE %
2% K R IR Ve M S T Sk TR e B T I [ R e
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Tablel List of beefossilsfound in China
#F i eIt AR 77 b, % 3k
Family Species Type Age Locality References
TR} Dasypoda basaltica ERbA gt IIZRILEE .
o . . . SRR 1%, 1989
Melittidae Zhang, 1989 Compression fossil Miocene  Shanwang, Shandong
Dyt st Sinostigma spinalata ENIRAL A Rt ILZRIHEE kA4, 1983,
Megachilidae  Hong, 1983 Compression fossil ~ Miocene  Shanwang, Shandong 1985
Megachile shanwangae  ElJE{LA ogrtt AR ILHE o ke
) . ’ BRI, 1989
Zhang, 1989 Compression fossil Miocene  Shanwang, Shandong
Glyptosmia hemiaspis B S 5T | O o 7 Engel and Xie,
Engel, 2024 Amber Eocene  Fushun, Liaoning 2024
Anthidium basalticum MR A P IR Zhang, 1989;
Zhang, 1989 Compression fossil ~ Miocene  Shanwang, Shandong  TKfRIESE, 1994
R Xylocopa veta Zhang, HYRibA ot AR s e A
. . . . TRARIESF, 1994
Apidae 1994 Compression fossil Miocene  Shanwang, Shandong
Xylocopa obata Zhang, ERAb A A A i %ﬁﬁi I ZR L RE BRI, 1994
1994 Compression fossil ~ Miocene  Shanwang, Shandong
Xylocopa diatoma ERfbA gttt IARIEE s
A A . KA, 1990
Zhang, 1990 Compression fossil Miocene  Shanwang, Shandong
Thyreomelikerteskongi  B%3A Wt LTI Engel and Xie,
Engel and Xie, 2024 Amber Eocene  Fushun, Liaoning 2024
Thyreomelikertes 7 (S —- .
. % I
dectrosinicus Engel and ¥ Wt T o E(I)lzgzl and Xie,
Xie, 2024 Amber Eocene Fushun, Liaoning
Tetragonula . Y 743 3 b
(Tetragonula) forilega BRI EP.%E it i . Egzglel etal,
Engel, 2021 Amber Miocene  Zhangpu, Fujian
Bombus luianus Zhang,  EJR{LA Rt ILZRIHEE s g
) . ’ AR I, 1990
1990 Compression fossil ~ Miocene  Shanwang, Shandong
Bombus dilectus Zhang, Eﬂfﬁ{tﬁ. . EP.%Jﬂﬁ AR L FE RIS 1994
1994 Compression fossil ~ Miocene  Shanwang, Shandong
Bombus anacolus Zhang, Eﬂﬁﬂ’jﬁ. . EP%Jﬂﬁ AR L HE BRI 1994
1994 Compression fossil ~ Miocene  Shanwang, Shandong
Austroplebeia . RN
(Anteplebeina) fujianica e Fh%ﬁﬁi el . ggéglel ctal,
Engel, 2021 Amber Miocene  Zhangpu, Fujian
Apis (Synapis) dalica EEALA fErtt Sk Engel et al.,
Engel and Wappler, 2018 Compression fossil ~ Miocene Maguan, Yunnan 2018
Apis shandongica Zhang,  ElJRALAT gt IARIIEE s ke
A A . KA, 1989
1989 Compression fossil ~ Miocene  Shanwang, Shandong
Apis miocenica Hong, MR A R ILZRIHEE Ht Rk SE, 1983,
1983 Compression fossil ~ Miocene  Shanwang, Shandong 1985
Apis longitibia Zhang, R4 gttt WARIIEE s ik
. . : kAR, 1990
1990 Compression fossil ~ Miocene  Shanwang, Shandong
Apis fota Zhang, 1989 EVR LA . . qﬂ%ﬁ HE AR TR AR, 1989
Compression fossil Miocene  Shanwang, Shandong

PP E B LS R 3 SCE I T R ) o S O

The systematic position of bee fossils in the table was based on the description in original papers.
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i Je IV % Ammoplanina ( Sann et al., 2018 ),
A SR B L HR RS VR 5 T A ] A O
Wetls, —H &2 RERBA B &g
FERER, BAH T HABRGSHE H B Ay, #ienie
ARG >, T H LIS R Z2 o i gEibsE
FA 2 B R A3 S R AN B ) 2 0, TEC IR
() A AT R, SR AR AR 0 B 0 Lk
61%, SRMTEIAER PR, ALY 29%
( Michez et al., 2012; Cardinal and Danforth,
2013 ). YW VFZ AN RAEM IS 10 2 e xfl L 3 i
BEFVRAE TR, W] BBATA K DA 2 I (1 B
IR A ARYE A ( Engel and Xie, 2024 ),
W ESETCH#E Cretotrigona prisca 2154 fIr
Mgt B {4, 1 Michener F1 Grimaldi
(1988a, 1988b ) A HL TS EH 7 PU M A BE F1 2 fH:
gEEh, HARRZH 6 500 J74ERT. Michener Al
Grimaldi R HHEA KIS D | BEHTCHT X 5T
ToiE . BB JCHARZRE USRI HTEY

FROE , Br 32 2 00+ ( Michener and Grimaldi,

1988a, 1988b; Engel, 2000 ). Engel (2000 ) X} TG
WERCEG R RHT TV MR G R B it 16T
Jil#gJg ( Meliponini ) 45 & 1, FI 2045 &
Cretotrigona 5 JCHl|#% /& Trigona f AL, f5 2
SRR N SR TH ARG R IR Y 22 5T X TO il e
JE YR ERE, AR LT TR
M 2o e LB 5 RIS ICIRE . 5
JERFRERE M EIX (Keirotrichiate ) T HIX I 55
GIX I () VG | HH S e AR 1Y
FHIE, RSO m - T I IX o . ZR Gk Sy
fIE, Engel ¥ Trigona prisca \JCHI#JE hA% 1, A
ST T TR

T IO e S AR BE AL S )
G, HE R R s M ERRIE . Ty T
1 BA— R Y5 0 R EA AL S RHE , B4
FERIE MR EANIE, ERY RN, R
KBRS, 5 A E2AT ] 548 NI
HAEr 2 S5 2 HHENIE, MG LR A] A
AT AR R R e AT, S
ARTCHN R BAT AL, [ s e I B4 s ey e
T B A 1Y 62 2% 06 B AT AR R I BB A

o it AR AATEIR R Y], EiErir 2 E
FABHB VT RETE BRI O & i, X 54
THEYI M Z AL REAEYI & (Elliott and Nations,
1998; Cardinal and Danforth, 2013 ),

2006 4F-, Poinar Fl1 Danforth 765 [ ¥4k
RIBEHIT AR T 29 1 ACAFTIT 40 ) 248 5 0 g 1
Melittosphex burmensis fbA7, F4 & I & 21| 2 142k
Hr L SRRSOl R TE I R B 4 000 TT4E
Poinar il Danforth MR4FZARASENT. | IS4 PRI
B} Melittosphecidae, R T — 4RI A4
SRR R4S FR 5 I R AR A ( Poinar
and Danforth, 2006 ). 4fifa) 25 % 1 Jfe i Bk HL & BiAT
FWEAIRRIE, ZPRCPPIRE | 5 R A dR ik |
A TE TR PR R AR R E D
BORA | IREUR BRSO RREI, [RIE
WAFTEVRIE R I RHE, a0 R AR5 R AN
(e fR LR, A4 fa) R B e N R AT
AN R, Poinar Ml Danforth ¥ 7EIZbRAS )
B TR R EERIEN, DL R Y
I A BT, REAIERRIR o TR, AT
TA R i ) 28 2 W R 0 S — R A5 T AR K 1Y S iR
W PR R I SR g Y RHIE , I LA oA
SRR e i B e (] Y A, A R
W AE RIS S e ) e R AR AL T RS ( Poinar
and Danforth, 2006 ),

Ohl F1 Engel ( 2007 ) 1A} Poinar il Danforth
4 4 ) A 2 W e WX — S BRAb A TH AEE E2 HAR
WIEANAL . B, BAMECPREIAERE
ZYR A R AT R, R T A A
e e rh R EAE M BCIR B R S5 . ok, B
Lo yg i N i R A B PR R, (HA)
SRRERE R . Mo, SR BIRAIA
1 PEORAEARRT 22 MR, T AR — i
A 5RRE ., B, BMEIZbRA R 0 A7
TEACRY KL, WRZOR AR E T Eny, AZER
HOREAT MM 1A%, Ohl A1 Engel IAK, X
IR YR ME— FLIE AT RE AR 24 R DA
AR A B PRI . R R S S i e e s B = 4
HUAER R ERIEE, HHRGEE M E BRI T

CHIER” B Z AN, BT LM R 2 b
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eI Ja8 107 Ay 1 e 20 I e SRk v ) — P {UAE 3R
B 5 A et B

2ZJ5, Danforth #1 Poinar ( 2011 ) M EFH %}
HATAN ) S W PR M AT T IR AR50, $e it T
SRR AR o TR 4 ) 218 2 e Y1 e 5 4 )
R A A A AT HORE, T IR 4 ) S B
U W B R 0 SR8 43 DX S R A 5 8 T/ DN e B
K, XEHE R A SO r e R AR
FZWRFIE, FTLA Danforth Fl Poinar "¢l ]2
I “TA R g fa) 2 48 W PR e TR A T R eSS e e
REEMFIR R, SIS M IHERE, (B
ARA T AL E B R Z " AU

Rosa Fll Melo (2021 ) X 4fifa) 2 % e Y 14 1)
S AR TR EE, NN EARE TR, H
BEE T EJR THEE SRS, TS %3
B R AE A 153 2517 . Rosa Fil Melo TAK
Poinar #l1 Danforth ( Poinar and Danforth, 2006;
Danforth and Poinar, 2011 ) Ff- A &AL 8 19 F 45
SR 4 ) 28 e U W T T W R — R R
I, 1M H AN 2R i e i w5 R e i 2R B A
i) Y S [, ATE SR 2% G & o Poinar il Danforth
AN 4 ) S B W PR M AP AE PR B X — 4P R 2 A
EH A TE RV R FEMEAR, {2 Rosa
il Melo $& 1 7EBIERE Mutillidae . 5£E 147}
Sapygidae 44+ 18} Tiphiidae A 11 W R}
Anthoboscinae & A RIFEAFZEPIRE . T UTE
X BRAS AT Z BT, o7 > 2 i) 288 28 W Y e T
N RO A B AR E ) — A o

IR, 2 ) 24 5 04 )8 W R AR T ALk 7 i BT AT AR
B, Bl T H A A AEE I, 7R
2 A uEdE T LAIER , R g A 1k o] 4
B e o 2 N 2 I A AT R 2 e To e

3 MRERREMES T

WA AN TIZ, AR HIX, H
MR QA A R AR DU AR I 2),
Hor, Wttt rfab] (48-44 Mya ) 8 [E R /R 18
LG 2L IR TS RS R BEFART PR | JR o -
Wit At (34 Mya ) BORIE L ZAEBE U | o

Bt (19 Mya ) 1Y 225K Je InBE Fam R 2 4 i
AT N 4 DR . P BRI . B hL
ZACTE GUA T Z KR INBEH™ A 1 i K 1% B
W ERE (Michez et al., 2012), FEHAFC %
BT HRIE B A ok HILARILEE . =8 5
Koy AL T PEMAN AR LR L I (b ACSE, 1983,
1985; Zhang, 1989; 5K{RI%, 1989, 1990; kA&
%, 1994; Engel et al., 2018, 2021; Engel and Xie,
2024 ), HApHIXEARA LM,

g IIER) 12
Quaternary
it 94

Miocene

BT 2

Oligocene

GES IR 111

Eocene

T |4

Paleocene

HEL |

Cretaceous

0 20 40 60 8 100 120
B AR

Number of fossil bee species

B2 HitRFAEEEUGSHERR
Fig. 2 Thediversity of beefossilsin each
geological period

BEL: AL, BT
WA A e SRAA ME— 1 B, RPZ BT 6 EDHT 5
PE MR YEH (24 6 500 JT4ERT ) BRI A E
WGl Cretotrigona prisca, %147 g AN
INRIE A ey Z 1 12k b A ( Michener and
Grimaldi, 1988a, 1988b; Engel, 2000 ), i ¥
0 JR T IO SHE , XA I A UAAAE T4
WX, AEZEALSEYRTRIC 30 o b DX A1 R
I AIE SR o XL SRR T8 I 7E o 250 )
LA TP, WA “dt#vir it (Boreotropical
hypothesis )7 fiff T 2 #4514 V1 2ok 72 1Y) B IR 4

(Almeida et al., 2023 ), ZJFEL 2= RAEIT,
I HTHGE 7 T L s A, AR e
s . /N4 #% Discoscapa apicula 5JbiH T
N, TR IR R (L A 5, 1984;
Poinar and Danforth, 2006; Poinar, 2020 ),
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HEH: 7E 5 700-5 800 J7AE Ay il B A A
2 TR A6 S e B | DI R LR ) e B
Hid gl e 7 A py s A A sl A Bt
FUIERIE , AR H AT C A 0 SRl i D
B B R RIS S, [RIETE R T R e RK
MW RErh C &A1 IZ % ¥ 2L HE (Nel and
Petrulevicius, 2003; Michez et al., 2009; Wedmann
et al., 2009; Dehon et al., 2017 ),

SRR LRDTH R B SR B —

B, BRSPS AR ERIES R 2, 18
54> 5 000-5 200 JrAFIA], AESEEATINE A BLY)
MRl ( Labandeira, 2002 ); 7E3E[E A
Bk By H R BB A ( Sarzetti et al.,
2014 ); TENEREIMBFERIENRILA (Engel and
Pefialver, 2006 ); Rust 55 (2010 ) 7EENJE & IR i
BFF 48 J% Melikertini A1 Electrapini {6A47; Engel
I Xie (2024 ) 76 4 [E P IUHE 2 b & B SR A
Drnt s R, 32 rh I H FTRcR ) 2Rl
11 4000-4 700 JTAF(R], FEREDTAAHBLEREFRL, D)
MR S IR st e, Mt 4 8 7 Fh
( Lutz, 1993; Wappler and Engel, 2003; Sarzetti et al .,

2008; Wedmann et al., 2009 ), [EIEA7ERTHRAE . IR
FINIE . S Ay BRI DP9 PG M A & R T
R s kA1 ( Brooks, 1955; Sarzetti et al.,
2008; Wedmann et al., 2009; Thomas et al., 2025 ), 7F
3 500 JIARMEAIAZ T, EERP R M
IR AR AL 1 R R Hhie R} | R
FIHERERAAT, 335 16 J& 32 F ( Cockerell,
1906, 1923; Engel, 1999a, 1999b, 2001b, 2002; Nel

and Petrulevicius, 2003; Engel and Penalver, 2006;
Michez et al., 2007, 2009; Wedmann et al., 2009;

Dewulfetal., 2014 ); JelE &I EMKRENRILA 114
( Antropov et al., 2013 ); 7E5 52 KinBirarh
KO ERME A ( Engel and Perkovsky, 2006 ), i
P A AR . DIntieRl | RRIERL R
BT 20 J& 39 Ff ( Cockerell, 1908; Engel, 2001a;
Gonzalez and Engel, 2011 ),
Tt AHECT AR, WEr IR R
HUEC SR D T R A R EL Hi( Nel et al.,
1999 ), PHHESF A BB SR A% S L B HL( Arrillo et

al., 1996; Engel, 1998, 1999b; Kotthoff et al.,
2011 ), FEFIARAE & BL T 70 & w4 Bl 3 1k A1
( Sarzetti et al., 2017 ), LI & BLI) & 14251k
A FEAERYE L E A, R i
Bl Y- RL g R ( Engel 1998, 1999b; Nel

and Petrulevicius, 2003; Engel and Pefialver, 2006;
Engel and Perkovsky, 2006; Kotthoff et al., 2011;

Dehon et al., 2014; Geier et al., 2025 )

Rt R R R A T 2K e
hngerEe AEREF E R ENR A H( Zhang, 1989; 5K
2%, 1989, 1990; KRGS, 1994; Prokop and Nel,
2003; Kotthoff et al., 2011; Engel et al., 2012, 2018;
Engel and Breitkreuz, 2013; Engel, 2024, 2025 ), 7£1:
B PUPES . BIAREE . $Eve. BORA. M. A
W SsPHEF, SR HAS, Bivu=s . RIEM LA
FL % A AT R AE ( Cockerell, 1909; Wille,
1959; Rasnitsyn and Michener, 1991; Engel, 2001b,
2006, 2014; Prokop and Nel, 2003; Engel and
Pefalver, 2006; Kotthoff et al., 2011; Sarzetti € al.,
2017; Engel and Aber, 2022; Engel and Kaulfuss,

2025 ), Hrpag et i % , (45 6 J& 31 Fl,
AR H eR MY A B

SEMULE : 55 PUZe rh R I 2R B SR AR S [ R B
— xR ENJR AL A Zh (Nel and Petrulevicius,
2003 ), Hap B A AATE T L g v i e Rt R
KA EHE LI . BRI HAS i fa) AR
X, £145 8 J& 10 # ( Cockerell, 1921; Moure and

Camargo, 1978; Engel, 1998, 1999b, 2001a;
Hinojosa-Diaz and Engel, 2007; Penney et al.,
2013; Soldrzano-Kraemer et al., 2022; Aiba and

Ono, 2025 ),

EIEAA BTz, (A SHAZERAAELL, £
ANEUD A R Bl S A B A A
Koo M REECEMEY P EATGE T R X, 4n
YHEFRE R (Michener, 1979; Engel and Xie, 2024 ),
Jr DA 2 28 0 1) Z2 A PR AR AT BB AL AR h 7R VDI A
BE, X b D D 7 A BRER) SRR
WA BIE A T AL, MELUEBRIR L
£ (Engel, 2001a; Engel and Xie, 2024 ),

I TE R L ER AL BRI T R T R
B2 AT M X D = B B e, IR ELA “dbbek
i a] 4" ( Michener, 1979; 2007; Engel, 2001a;
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Michez et al., 2012; Orr et al., 2021 ), ¥ & A=Yy
Ho P22 A 35 58 H BTk Y Michener ( 1979 ) A A43
TR 7 0 B R LT, ST
R P ER A Pt 22 300 4 Sl 2 1) ) DR e 3 3 A ——
T 6 K ki 7 b 5y o b SRR A Bh X FLAh K
Fifi o 2T LA_E X6 G 7 R} O 7 06 IR 3 A R IE Y S
BT, Michener {542 1%, I\ R IE T T
PP BR Y XL N KB PEHE (384 1 R 55 W AR
P BT b, xSl B A S AN S
A 1) B A ) 22 PR RS X AH MBI . Hedtke
85 (2013 ) B IREE T RAMBAZ I N P 9050, K
MBI, REHERE TEBERNRELE R
F, JEFE LA L HAH S M B A A AT T R
. 45 AL R I 0 T R R IR T R PR IX) LA K i
B g At , Rl 2 PG R iX 5 Michener( 1979 )
AR — B KT BLYA Rt i 43 R4 5 e 1 L 00 4 e
AL, rE KA B n] BE TRV 2 i 2 AL
KooK R b A T EEEH

( Hedtke et al., 2013 ), 2023 4F, Almeida 255
K BE PR B8 Ak A 55, X e A A b B
PRI, ZRFEFESRE T Michener 1R
B, RUVE BRI T X L KR, I+ 5
VR YR ALy S AL . Almeida 55 ()45
TR 7R T A [F) 3 w3k R AE T AORBE Z [ i 4™
RO T] RN 53X o 5 0 /R B e A 1 2 rh B R R
PN R R BB B KR, — 20 AR T,
B KR AR A s e B, 2 J5 RZ152 M 6 000
DGR G 3 - A R i R R R s i DA G ]
oL SE UM SE YN LA S R N FIRR YN 2 18] i 3% 4%
[)AEERY L ( Almeida et al., 2023; Ramirez, 2023 ),

4 REXRE

TER ISR, SRR L —EHA N S
EtEre kR A E BRMIES R (K3 ),
1975 4F, Brothers B K FI 37 207k
XTEFRHIT IR T RE LB, N e 5% %
8 R IERE, oA e e SR e i B
H =& H HIHGEAE ( Brothers, 1975 ) (K 3: A),
75 20 40 80-90 AEACHINE], WFFE# AT
RSB ST2, I E BRI ETE el

SRET o, 2 el BB M—ar, ISk
Je R 5 oM IH KRS ( Alexander, 1992; Prentice,
1998; Melo, 1999) (¥ 3: B, C).

1999 4, Brothers 2 H{ IS A& B R HE
MR, i (BEOR) 78 e og”
L B EET AT e WP T TR
SRR RE YK, AR EGERE R,
TR Y2 4 MR, 5 Je R
Heterogynaidae . K5 e} Ampulicidae, Jei4
Bl Sphecidae FIf kiRl Crabronidae, Ffid
|D)NV-NRRIU)5 25 N R VA A E I e o (W =3 W
SRR A L e RV M R R T KRR
FRM, WIS T L TR R GH A, M2
HRELE T LR R (Brothers, 1999 ).

2006 4F, Ohl Fl Bleidorn 3T BANZ LA fY
RGLKE T, B Ve A IH IR A 7 3k Vet
Bl K 3k J€ # WV} Philanthinae #' ( Ohl and
Bleidorn, 2006 ) (& 3: D),

2012 4F, Debevec Z£¥ Ohl Fil Bleidorn
(2006 ), Pilgrim % (2008 ) A Sk e i
B FBARES G, 2R IE SR EE TR/
TR VREERN, I HOR ISR R R RN A e i
WA} Pemphredoninae [YIHIAF ( Debevec et al.,
2012 )( K 3: E ). X458 7E Branstetter( 2017 )
S A R B RS

2018 4, Sann SE53Hr 1M 195 DMEHR
Sl BEIR, DA R W N 2 5 A e e ST AR g [
FEFIARYR IV % Ammoplanina BRI IREE,
S0 R A7 U1 0 I s S M A SR 2 R R I )
Fp (Sannetal., 2018 ) ( ¥ 3: F ), iZ45i87E Sann
& (2021) MRS i — 2B RE S

IR B IR 5 e I e A W) S e R B AT
ADIGE Z AL, BER K AL R, et
B T — RINIRR AL S G5 AT R 22 1L 7E
B, SR TAEER R, D riyn
AEA FIAESE R E YRR ; TR 2 N R
A, EABE R R Rl dRn g, s AR
Fras i BT, TS L, siedt et 7
WY 1 #, R ERELAHEE 2 SCHSPPIRNITE , DL &
O A e L R i BT, X SIS B AL
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74 MRk Chrysidoidea

14 5B Vespoidea

el BB} Sphecoidea

e SR (B ) Apoidea (bees)

Brothers, 1975

KRl Ampulicidae
YR R] Heterogynaidae
&Pl Sphecidae
773k JB#F} Crabronidae
{ 21§28 Anthophila (bees)
Prentice, 1998; Melo, 1999

K& VRIER Ampulicidae
S MEVR %R} Heterogynaidae
JBI%R} Sphecidae

75 3R ¥ B} Crabroninae
JrkerERt (HEwah)

Crabronidae (other subfamilies)

KLV Al Philanthinae
5B TEA} Pemphredoninae

#1%J% Anthophila (bees)

Debevec et al., 2012

B

K5 RERL Ampulicidae

Y8} Sphecidae

SRR} Heterogynaidae

J7 3k YR #F} Crabronidae

ZE2S Anthophila (bees)
Alexander, 1992

TRt (+KEJRER)
Sphecidae (+ Ampulicidae)

773k ¥R} Crabronidae

F VR ¥R} Heterogynaidae
Kk YR VAl Philanthinae
25 W55 Anthophila (bees)
Ohl and Bleidorn, 2006

KH IR Ampulicidae
%R Astatinae

JRiHl Sphecidae
_E ZERR YR B} Mellininae

773k Ve R} Crabroninae
L VWAL (+RHENRER )
Bembicinae (+ Heterogynaidae)
3k Y8 A} Philanthinae
S AR % Pemphredonini
= Z SR R e TR
Psenini + Odontosphecini
*‘ SEARUR I [RIRR A e e R
Pemphredonini: Ammoplanina
ZE W% Anthophila (bees)
Sann et al., 2018

B3 EESREXZBERFREXENRKE (A Danforthetal., 2019)
Fig. 3 Phylogenetic hypotheses regar ding the relationships between bees and apoid wasps
(adapted from Danforth et al., 2019)

A. Brothers, 1975; B. Alexander, 1992; C. Prentice, 1998 and Melo, 1999; D. Ohl and Bleidorn, 2006;
E. Debevec et al., 2012; F. Sann et al., 2018.

PR THE DR E ek L%, MAEHE
( Danforth, 2007 )
HATIA e R i 3225 7 R, 28
AR, 67 NERTE . 520 M@ 2 T A EAlRFh
( Danforth et al., 2019 )., 7 NFHUE > R}
Colletidae . % 7 % F} Stenotritidae . k% 1% #}
Halictidae . H1#F} Andrenidae. #fEHF} Melittidae |
YInt i8R} Megachilidae FI#IEEL Apidae, FETIEA
SRR ST, IR 2 A ( Danforth
et al., 2006a, 2006b; Ohl and Bleidorn, 2006;

Michener, 2007 ), %84 43 A T 2R AIE T ig2k,
HIA AR, 5 H R AT e T R Alexander and
Michener, 1995; Danforth et al., 2006b ),
R 48 e R 40 Kk B O R A gE 2 A H]
TWARFLEIGHAT 0T, FEA TG AR o F iR
I R R IR B SR IT” ( Michener,
1979; Engel, 2001a ), BT REK TR AR
#lo Michener (2000 ) P43 i B 2524 A HE I A
WL T2 e R R IR AR PSR, (RO TE Y
B AR V2 AT . EL 3 2006 4F, WA AT
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F T BAR 7 . Danforth 28 (2006b ) H441
F& 7 5 FhELR AT 4 000 > DNA J¥511 %k
55 Alexander 1l Michener ( 1995 ) ZRiITERS
SRR G, SR EFFT MR EER ARG
BRI X R,

2013 4, Danforth 57 F AR IE R RG K
BRI T T 2R, W 7 IR
RGERERRZG—HE, FH R E T &850
KT RG LB (Danforth et al., 2013 ), [FI4FE
7 1, Hedtke 5 U T RSB RS L
A, FIH GenBank HAYEE I Fimhdi%iEA DNA JF
G, B TEE RN RN SRR
MRl 2 0] SRR R R 2 ], DL
VR T IR RR R 2 (B AR DG 25 $2

T RSN o075 iRl B S T e R K B
HHR, AR HARBHIHIRRERIRE, RGER TR
A b PR 43 B b+ T R+ R MR P A
T, PSRRI (Hedtke etal., 2013 ), 2019 4,
Danforth, Minckley F1 Neff &1 (Alig. 44
2. L5 RYT) (The Solitary Bees: Biology,
Evolution, Conservation ) 55 | 7E#IEIEL . WA
SIRHE RN ZIETT, X 7 R 28 /NI
FHIRGL T RRZMAT T RZE (K 4) (Danforth
et al., 2019) . 2022 4, Orr Sl I LRFITH
(UCEs ) El4E X # e NI R Gk B KR T
7%, LRI N AFIE TR Anthophorinae J2& % 16 £}
HA VR, HRURMARZEEET LR
5 Bossert ¢ (2019) mIZ5R—% (Orr et al.,

—— BREETA Dasypodainae
_|: A e A Meganomiinae HERL Melitﬁﬂ
AL Melittinae
—  HEERL Andreninae
_E AP HR i Y ) Oxaeinae Hh %Rl Andrenidae
E WA Panurginae
T v bk e T R Rophitinae
%;ﬁ%’@ Fo e AL Nomiinae ! B
_|_E INEE M AR Nomioidinae B&#EA} Halictidae
ik e Y A Halictinae
LT Rt Stenotritidae
XU e} Diphaglossinae
———— HiAPYJE% A} Neopasiphaeinae
———— TR Callomelittinae
S AR Colletinae
[ i e A Hylaeinae 53R} Colletidae
‘I:E TR} Xeromelissinae
ToH AL Euryglossinae
i A e Y Scrapterinae
WUl e S sk Fideliinae
KK %W AL Pararhophitinae
_!_E - i A Megachilinae J)nt#ER} Megachilidae
P e ST Lithurginae
kR Anthophorinae
H R WA Nomadinae
Eewrt Apinae R} Apidae
KU AR Xylocopinae
KA AR Eucerinae

B4 TEEBR, TRORELZEXZR ({78 Danforth et al., 2019)

Fig.4 The phylogenetic relationships of families and subfamiliesin bees (adapted from Danforth et al., 2019)
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2022), 2023 4F, Almeida ZEMNEBKE R G KB W
KRSy W 216 DR, FEECGE 800 4~
PRSI JEPRIZ X, At 2 ) e 4 1 Y 3R
EEMRGREW, T BHRir AN 7
128 TR MR RIS, BB T RTA AR
Wl A, Bt 185 3 ] B U5 JE T BRAR 2 e 2k
FER LA TE S, B 1A B FIEt A7 ) DNA 75
MG, MTRAED T4, 258 B, BFE
B iy e [R]FH 26 2R TR TE 1.2 /24ETT( Almeida et al.,
2023; Ramirez, 2023 ), 2T Eay K&K
MRS & F HHNHEAE, Henriquez-Piskulich 55
(2024 ) A TN TF AT P 51 5s 5 8
A 2F RO P, AR T 1 220 s TR0 A o 1) 2 e o
REREW, XREICSH IR w5 o AT
FIERBEREW . ZRARKEWN HiENEZHR
Gi Rk B EEIRARLT, A AR5 JE 18] B g N O
ZA7%¢ (Henriquez-Piskulich et al., 2024 ),

WAL, ENUAFZ A E IR R R T
KAIATIITY, BRI B0 J B0 g 1) 2%
MRS LT Lo I AE (2012) XHES Y
HIEEIAT T SR IR P90 0, S T %
MIBRRGRERER, BRI ERR ] %
KIERFERKERER, RIEERR A NEE . K
MR R 3 AEHE, HUCh/ NS Ry
ko AERRGESE (2018 ) ME T Hp 43 Ai e B e
) CO T DT, 46 oAb 50 X ¥ [R)9
Fiv CO I [P HN#EAT o0, e 1w Xl oy
R 3ANEREIEEE, IR/ NS TR A A
KW AN R R R . Wang 55
(2020 ) SRAE T 7 =g S A AU AN [R] L IX
26 PHREREREAS, G565 A D 183 Mkt iy 3L A
JEA, it 223 KGR IE AR IR 1 R 52
CHBEAT THRSE, a7 T EHLIX 26 FhABIEY) R
GEREREFR, IR A REEERI I R,
J&T 15 R sRAHZEEE (2022 ) RAEHEFEHLIX
(/NGRS W, ARIEIE A2 Tt A T R B
BT, ] TSR T/ INE R S A
Qiu 55 (2023 ) 8 1T HE A SRR (AT R 41 45080
IEE G ZMILEF I TFB, XK SR
R HEIEW AT T ERH A

5 REE5RE

R 73 1 U3 Al 5 2 e 1 5 D) R[] ]
B L2 1.2 AZAE T, SR H AT A I
R R U B e A B TR S 6 500 JT AR
EISEZ WL s PSRE GV 8\l Sgibl: .
LY T ST WUV o R TR TE (TR MDA S SR a1
R Z AR BRI ) 25 H o Ak e X i
G MR IT R TR AT AR, 20— ER
RIREMAAT . EIRTERT AR M I AR B30 (1
WL, AL AL ) R T 248
PRI H B H e, {8 H A dcf S 2
Hvhcx.

Y RIS e S H e AR AL S TR
TEHIR Y o A B0 IS B e Y e Ah £ R AR B A T
WERAIERS, SO B R B AR ALK BT B A
HRFAE , D TR DA IR 1 ri A £ 1 e A 4R A3
T O P o SR T S An ey DA PR B Y e e
AL R ) P AR R AR AL 5 e A
A

ey R RE IR, TR R LT
HEZRAGHRE A v R UIAL T4 R PR o i 2556
TEERGLTNHEG, U8 T BAD T
BRI By TR T, B R AR R A
HRGER BT T4k, Almeida 55 (2023 )
B FE A L BRI A B, (B EEH Y
s A REHE A )5 A, FEARAHG A ITE 2
IR RGN TR R AT R B R R HEWT

AR IR E 2Ty ) Z — S A K 4
A BRGRTHIE, LA A 0 s ek
TERGUA T RAMBW . R0, hTF2eats
AORAEASERE | BRSO sl i e 1 BN, A
AT RGEA T AT RHERCOE A IR , %4
SR A EOR A PR A . R, 7ERr X sefl fra)
AGHTZ T, 5 HOT R SR AR 254 ik 55 25
PR, LARHUR S AT 58 A RAE il , SCiERET
RYR T RRIIIT

FI R4t S N E 43 B R G5k i
AR B Z , FHACT HAL B R IR
RFEZEE., REEHEE A2 EER A
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b, VR AN RS S A B R AR R, H
Hrpiran sy Bl U XKW, o
WRPESE e FERE N, Al Rei e R
PR ARITER EALA TEIR . ARTH I
TEREA2) 1 ACAFRRT G R HUZ o SR L e i 1l
AVUESE,  [RASL R A A AR XTSI g 3t 2= PP 4k
TR IR S AL AR

WICE SRR S AL, 75 2 E NS EE I
SEAFIZBURA IS G R, iE s BRI S
LTI T 1y R AR (At B Oy IS S B vy A e a

Brigh: S E AT R Ao S | R AR IR A
2l R SRR Bl
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