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Higher-level phylogenetic relationships and latest classification of leeches
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ABSTRACT

Leeches in the order Hirudinida comprise approximately 700
species that are distributed worldwide and occupy diverse
habitats, including freshwater, marine, and terrestrial habitats.
Leeches have traditionally been classified into two main
groups, Rhynchobdellida and Arhynchobdellida, on the basis
of the presence or absence of a proboscis. However, recent
molecular analyses using large datasets have suggested that
Rhynchobdellida is a paraphyletic group, and this has led to
calls for a new classification that better reflects phylogeny. In
addition, recent studies have clarified the previously unre-
solved phylogenetic relationships among leeches and two
leech-like worms, Acanthobdellida and Branchiobdellida.
Here, we discuss recent trends in the higher-level phylogenetic
relationships and classification of leeches.

Key Words: Hirudinea, Acanthobdellida, Branchiob-
dellida, Hirudinida, leech, classification, taxonomic
history, molecular phylogeny
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o onsRIEEO—#Th 5. BRI
700 TLHEHV N S A S TH D 15235, HRERE
FRIKAD SRS SICidfE Lo B KO, MoK bE = B
CAETOREER S CICFEBPMEZ 50 H 5@ 5 i
WM LT A (Sket and Trontelj, 2008; Phillips ef al.,
2020). MNA T VHEIEHEEY A oWl 5 FA %

D SRR BB R SR

T606-8502 HUARHI /st XALF IG5 HT

Graduate School of Science, Kyoto University, Kyoto 606—
8502, Japan

NP NE NS THE PN B SV e

T950-2181 Hrik v ft-s — DI 8050 %l
Graduate School of Science and Technology, Niigata
University, Niigata 950-2181, Japan

Author for correspondence (E-mail: chkambayashi@bio.
sc.niigata-u.ac.jp)

2

*

28 % 74 No. 57 (2024)

LLTHATH LD, ToRME—HTiEl, HHEH
FYIOREERS bOP, ThoEFHBTL60FT
HoN b (Sawyer, 1986). T D X 5 IE kS EILZ %
FTE e VORI BET BRI, R+
7= Z D S RIEHEE N ARS8 » T 5 RE S
BT,
NFHRFRIBHAOFEFIC LD, EROIEREIEE
CROSOLWTHERS N ABERRORE L S iThbh TE
7z (e.g. Siddall et al., 2001). 2000 4FELIRE D3 FH D2 %
oW TREEE,? (2008) % (2013, 2017) T
i onNTODEH, IHBETID KM T -1
B SRR PERI RSN, T TREIRT
B - TRBERIC O W T DR, HEIRRDOUGET A
1 5 1z (Tessler et al., 2018; Phillips et al., 2019;
Erséus et al., 2020). = C TARTIE, b IVHEHOSKSR
AR & DHRROEBIC>WT, FLOHHEED
TSR L 72w, i, ARTHWS EVEE R,
Tessler et al. (2018) 1T & » THIBE KR,
ERIZEIIFY Annelida Lamarck, 1802 Firilil Clitellata
Michaelsen, 1919 & )V Hirudinea Lamarck, 1818 IZ/&
9% b )VH Hirudinida Siddall, Apakupakul, Burreson, Coates,
Erséus, Gelder, Killersjo & Trapido-Rosenthal, 2001 Zf539".
IR S N c@mR ORI 2 f124 138 (2022)
I, B VEOIERERE S HEE I RE (2010) 127697 5.

W =5@oREniLE

RN E VEIE, WhWwd [THh 4 JOoffETH
BEEHM, # LTI X |oiichr B E
& EBICREEFYMZ R L € &7 (Fauchald and
Rouse, 1997). T &, HEHEIATERRTEZHET S L0
SN A, PIFEIC B T BUPEl Y — v 2 dkg
T5TEDD, ENVHEEEHEERE DEAEHE W
S 1D DR E L CEREk S L T & 7 (Michaelsen,
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XK1, edfliclEd 2 TEREOWHE & T oEIHoRAX. A-B. I I XH, ¢-D. 7 ENH, E-F. EHE

Sy e UENH; GH bLHF 24 EVEMH.

1919; Anderson, 1966). < @ k V& BEHOITGM:
F, MEOHREMNBSIEELRTrEVHEE LT I X
HOGFEHEICK > T I N TE /2 (Sawyer, 1986).
FEVEIE, B olHEHFIIHTTOMHET 1R
22T I & - THER S Bl E Rt T, FIi
H o B SR 24 EFAERE LTINS
(Bielecki ef al., 2014). BV Y I XEEH ) #=%h
& LcokBEoHggaich Mt Ed 2 7 v—7Th
D, ALFEERD SEI1S0EMETI SN TV S (Gelder, 1996;
Brinkhurst and Gelder, 2001). CH15D 7 v — 73\ g
nbkokimicilE (BB E2GL, FhETh 2
MTEVEICEMT 2—7, FHor e VEI3EEER S (4
HiichHlEA2 bV ERHEICHE L 2H# bR
(K.

Z OB OISR X ©, e VEIZERIC
KKBETLEITH B4 3+ 3 3 XF Lumbriculidae Claus,
18721Titig CTd 5 T LR E N7 (Brinkhurst, 1999).
DR ERIC s 5 &, FEBRIC T DG %E L F
T HEERDIR A IR SNz (Siddall et al., 2001; Erséus
and Killersjo, 2004). & 512, dT4EfThbNh/ic b 5 v R
707 b — LENTICES O REHEET S, BREHOH
PEMEICINA, e VB LBV I XA A I F
I AR EMIKREEE S A TNV —FTH B E AT R
RAR A RENC ST s T B (Erséus et al., 2020). 6]
BrcHIREECTH 5 T EMIH S TS - 2 EEHHIT
WTiE, ThE TcHL LN TEZE LM Oligochaeta
Grube, 1850 Z itk L, FE IR %2H L ~icsHhE|
TEHRRBIRIBEN TS (Schmelz ef al., 2021). 75

B, PERBREFHO MR IIZE LS - 1208, &b
—fHICHV O N TTE ML ~vE LTk T &N
Schmelz et al. (2021) IZ & > ThbHFHash T3, BE
FYIPIC B T 2 SIRCRHEBFRIC S W TR/ (2021
WKEELWicy, ThobBEEhw,

B c\ ERRORKER

HfE, reEVEE LY I X, e VEASDET
E VIR SR & LT B A% (Tessler et al., 2018),
INS3 7V —THORKERICOWTIE, TR
BT DS A SN T 5 bt — L 72 NS S s vk
Whke W, rEVEE VRN bIBICKED, T
DOHEFRHEBECK LT e v 3 3 LR AT 2
EWV D RHEIRE, TERE (Sawyer, 1986; Purschke et
al., 1993; Siddall and Burreson, 1995; Brinkhurst, 1999),
4y (Martin, 2001), % L T% Qi } % W\ 7 W58
(Marotta ef al., 2008) I & » T/RENT &7 (X2A).
ZDO—hT, b3 I XFE e VEIERBIfRICH B
L4 20D, 9 (Siddall and Burreson, 1998; Siddall
et al., 2001; Erséus and Killersjo, 2004; Rousset et al.,
2008), = L CIEREL 317 — ¥ bt 1o Rt
IS W TIRIES T & 72 (Apakupakul ef al., 1999;
Gelder and Siddall, 2001) ([X|2B). & Sic—# D 1%
MR IC 0, 7 eV E Bv Y 3 IO BLRHNE
b /R & 1T W 7 (Trontelj et al., 1999; Martin et al.,
2000) (X20). WFhicH X, ThSDREFHIFE
DWFEITHB VT, Siddall e al. (2001) 1Tk > TE VIR
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2. tovifiiciEd %3 HoEES ARG

fllcsiF s Ino3RmMmBEEHL N, bbb
E U H Acanthobdellida Livanow, 1905, EJ I I XH
Branchiobdellida Holt, 1965, E/VH&E LTSI RET
bBHIEDPRIBEN, ZONFIKENEETS—RIC
ZFANLNTWV S,

ok, edifiiiciEd 53 HORMERICD
WA i ER S T X 7243, Williams ef al.
(2013) * Tessler ez al. (2018) 2L »C, —OWHERT
HOwoNTELEY 7 — 2 Oz v 7V OEA[EE R
EREOa vy I x—va VICHET R ONS TN
BT EMERENT. THITK B8 - 1 RHEHEED TS
SN TV B ABEM: 2 HERR 9 % 728, Tessler er al. (2018)
12 & B —EREH OFHIRE, T LNy 7y vy
YT v TICRED K TRERT M T AR, &
WO Ty EVH E e VHDBS R D ERIC D,
ZOHRFERCR LT e v 3 3 X ALREEE TR 3
5 &l ZRisnt (X24A).

Z DFMFITIZ Phillips et al. (2019) 12X 5, 7/ &7
4 FICHUS S NBIY) 7 — 7 125D L RFEHEE O f5 R
NS, TS N OBRFHEE (ultra-
conserved element; UCE) (=K R#EBAR A HEE T 5 I
THHE SN, EBRICHA BOMBCHEH SN TET
W3 (e.g. Van Dam et al., 2019; Camacho et al., 2022).
L T A%, Phillips ef al. (2019) 2E LBHICFEEKL D
ik, yELVEHM e VHIZNASI N, Ficy 4 eEui
Piscicolidae Johnston, 1865 & ikt 2Lk 3 5 C & %
R, BB Th -, L, T T T
AN e VDR T — 71T 3T EDNAICHIRT 3
BEFIARA L T T EAVHIBIL, ME%am i — R
mlENte, 20k, WHTHEEHRD Y - FEBROVLL
BN BTN, HETRSHREN S 2 & &1,
BETR T, 7 EHE eV HA2ilE#E & 9 3 Tessler
et al. (2018) DFERN RN THB Y, BEFI NN
ROENBRRIGREZEA SN TV 5,

B - BERORTREF
fEkic e VIR, D0 SRHT 2WEH T 5 WHE
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H Rhynchobdellida Blanchard, 1894 &, % 1% /R { W)k
1% H Arhynchobdellida Blanchard, 189412 4 S 11T &
7z (Blanchard, 1894). L I¥ Li¥&& &, OREICH %
& o ZH % H Gnathobdellida Vaillant, 1890 & & 72 75
M 1% H Pharyngobdellida Johansson, 191312 43 %l & 11 72
(Johansson, 1913; Autrum, 1939; Caballero y Caballero,
1952). —75, Sawyer (1986) (ZZADHMEIC L 573513
WY TIHRWEEZ, ©LAMMOIEEIREICEHT %
2 &7, UEiEH % 7 2 4 £V H Hirudiniformes
Caballero y Caballero, 1952 & A ~ £ V2l H Erpobdel-
liformes Sawyer, 198613 A L 7. T D Xk 5 B E
N—ZTIRIBENICHHRRE, PRI FT—FIC
EowThitshTai (M3).

ik, WEHIC I3 e 5 4 EVE} Glossiphoniidae Vaillant,
1890, T 7 EJLF}Ozobranchidae Pinto, 1921, ¥4 ELE}
D3RR EEFN, N BB FICHRAREE TS
5 EFEZ 5N TE I (Sawyer, 1986; Siddall and Burreson,
1995). L2 LBEANS, I a3y )7 EKOEEE
f=FORLYE W ic TRt cld, &5 % Bk}
WeWHOE O O KD SRS 1 2 BRI EE & Iifi
RBAGRIC S D, WIEHSRREEC D 5 T & 2RI HE
£ 5 172 (Siddall and Burreson, 1998; Apakupakul
et al., 1999). X0 K7 — % & b &2 W7z Tessler
et al. (2018) DT b, 130 WiEH O IR M: A
xRSl En S, RHEBAGRE ML 7o BiER%E
g 5700, 57 EAMRDP LA E S ¥ EAJET
H Glossiphoniiformes Tessler & De Carle, 2018 7% 5 TFICT
TSsEAMREYA AR EEL A 3 T EVETRH
Oceanobdelliformes Tessler & De Carle, 2018 23 HTa% & 11
72 (Tessler et al., 2018). & T A0, 7/ L F—%IT
o rTil, 72 EVBHBERA A 3 v BV
i H A IR T 5, o b Vg H A BRI %
Rk 2 rlfeES ORI N T W5 (Phillips et al.,
2019; Erséus et al., 2020). t 7 ¥ EVIEHLH O RHT
MEICDWTIE, KRE L TaEimdit T 5,

ZO—F, WEEHIC L TR—E L THERKET
»BENPEFHFEINTE - (Apakupakul et al., 1999;
Borda and Siddall, 2004). 772 L, W% H ORI
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X3. bVl omEkRiEBIfR. Nakano ef al. (2018), Tessler et al. (2018), Phillips et al. (2019) = ZZIT/ERK. BiO & S 135310

FERERBHAIL TV,

b, WEEH kP VWL TELS Y ELE
HHEF 2 EVEHH, £ LTH&EDOT 2 ) A EL
JE #fi H Americobdelliformes Siddall, De Carle & Tessler,
20181 &S N7z (Tessler et al., 2018). 58, it
O e VHTONEKRROEH NG 52T, eV
HicB W T &4 EIVEH H Acanthobdelliformes Cios,
De Carle, Swiatek, Tessler & Utevsky, 2022 257\ & T
W5 (De Carle et al., 2022).

B cBoEHFONEKSR

Tessler et al. (2018) 1T & » TR 7o e VH ZHE
ke ps5diHE, KHICET 208>V TLIT
WA 5 (R, K3)., &8 O 13 Tessler et al.
(2018) 1Tt » o3, fEfFIcEE N TR LEHZ OV T
I% Nakano ez al. (2018) ZZ51C, [HHZ TR L 72,

1. ESYENFEEB

AfHEE S EAROBIC &K - THKE T 5 53,
Z OBAIFE 3200 282, EVHTHRObEMERE
LTHISNTW A (Sket and Trontelj, 2008). 4= Tk
BThb, WIHICHET 22K EHIT & THHEEY
DM F 7o (S IEEHEE Y DR %W 5 (Sawyer, 1986).

Hom|CENEREICESE, AR 7 4 voviik}
Glossiphoniinae Autrum, 1939, F X E L dif} Haemente-
riinae Autrum, 1939, I X F U £V HLF} Theromyzinae
Sawyer, 1986 ® 31l B} 12 43 JH & 11 T = 7z (Sawyer,
1986). 43 T RHMRITIC & » TF 2 ViR o0 HAH
MEsRran TV a0, Ks 2R OZ4PEIc >V T
KEZmicKFFI R IBE SN TV (Light
and Siddall, 1999; Siddall et al., 2005; De Carle et al.,
2017; Bolotov et al., 2022).

2. h4A43JENEER

AfiHIFZz s ek E A Rl &k - TS N,
ZTDH/HOEY, vVHOTTHE—EEETZ R L
Jv—7ELTHIONS, WiFtE bilEOHESL L
Mo, A4 ayeEiHOMmEMHEEICEVT, #K
D HUEKNDHEHA X rHEL I EEZ SN S (Sket
and Trontelj, 2008). 47 RAMHT DFER, Fricv 2 &
IWENC I3 HEKEIG U 72 8 E DR T, LIS K%
IKBEADOREFEHEC 22 EbRENTVS (Utevsky
and Trontelj, 2004; Williams and Burreson, 2006; Utevsky
et al., 2007; Bolotov et al., 2020). %7z, WiftEbE 5%
EVEIH EFERRIC 2R3 5, Ficz 5 eV S
AR, v A EARHIEEED SRINT 45, HBE TIHE
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®1. bIVHICBT 25O 5HIESR

H GilS|

B

evH £ 55 EAEHH
Hirudinida Siddall, Apakupakul,
Burreson, Coates, Erséus, Gelder,

Kéllersj6 & Trapido-Rosenthal, 2001

Tessler et al. (2018)

Glossiphoniiformes Tessler & De Carle in

€35 ekt
Glossiphoniidae Vaillant, 1890

4 3o el 5 vkt
Oceanobdelliformes Tessler & De Carle in Ozobranchidae Pinto, 1921
Tessler et al. (2018) v 4 vk}

Piscicolidae Johnston, 1865
7 A A EETH 7 AU A e

Americobdelliformes Siddall, De Carle &
Tessler in Tessler et al. (2018)

4 v ENEHH

Erpobdelliformes Sawyer, 1986

F 24 ©AJEEH

Hirudiniformes Caballero y Caballero, 1952

Americobdellidae Caballero y Caballero, 1956

2=

Erpobdellidae Blanchard, 1894
Ay ay et
Gastrostomobdellidae Richardson, 1971
7 e}

Orobdellidae Nakano, Ramlah & Hikida, 2012
F AL EVR

Salifidae Johansson, 1910

vy VR

Cylicobdellidae Ringuelet, 1972
¥ < vkt

Haemadipsidae Blanchard, 1893
F 24 EVEL

Hirudinidae Whitman, 1886

T AU HFZA R
Macrobdellidae Richardson, 1969
* V=7 ekt

Praobdellidae Sawyer, 1986

NF Y EVE

Semiscolecidae Ringuelet, 1972
v v ELE

Xerobdellidae Ringuelet, 1954

BHEHICHEET 260 bH 505 (Sawyer, 1986).
8, A EARHIEREIZEE b L3 MR8 RIC/
SNTE/H (Sawyer, 1986; Epshtein et al., 1994), 3
NOSFHERRGIERRES T 7 — 5 ZHO I T
Bt cuwiguv (Williams and Burreson, 2006).

3. 7XUAENEER
AHHEHE b TEEHR A2 NEGAICTI2ER
YoONMRETH D, FEAF VICHEBT BEERD T £ 1)
71 ¥ )V Americobdella valdiviana (Philippi, 1872) D & T
ks, ChE cARIEA v eZiliH (Borda
and Siddall, 2004), F 2 A EVIEMH (Nakano ef al.,
2012), S oz oW E TR SN 3 RHEE
(Tessler et al., 2018) 1<%} L ThlikEEZ TRk 4 5 T & 8
IRENTELD, VENOfGEb e LFfan<Ts
5, T ORMHINLE B RZIFFEICIS > TV L,
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4. 1Y EINFEHEE

A HIFHERSABHEOHED AN S0, ek
JEREIEE IC KD &, IKBED A ~ £ VF} Erpobdellidae
Blanchard, 1894 & + 7' L £ L%} Salifidae Johansson, 1910
DHPRH 5N TE 7 (Sawyer, 1986). FITT7 VT IC
T BRERED A v v 3 9 EVEL Gastrostomobdellidae
Richardson, 1971 IZMHIADJEEIKEMN & F 24 ELE
MHICET2EZEAONTELD, BT F—FIcHED
SRR ZEHE L, BIERA v eVl HIChHES
N TW3% (Oceguera-Figueroa et al., 2011; Nakano et al.,
2012,2018). 758, kA v v aveaflicgvohn
T&E, FRICHRT V7 TERILLTWE 2 T ENVR
Orobdella Oka, 1895 (2 (Richardson, 1971; Sawyer,
1986), I LRI EAR T T ENEHEFZ
51, 7 77 EVEOrobdellidae Nakano, Ramlah & Hikida,
2012 293% LS N CTW 5 (Nakano ef al., 2012). Th &
T, Nakano ef al. (2018) ICX > TA v ENRIEAS v



Iy BV BERREEIEKT A ENREN TV S
M, HEZEH LN TWVAE A v EAETH4F O 2R
FRITO W TRIEFENIZHH S 0278 > TV,

5. FRAEINFEER

A E I E0dntE, Hat, ERtoEsEENS
», ERDIEEN— 2D T T7— 5 ZHVTK
< BE & T &7 (Borda et al., 2008; Phillips and
Siddall, 2009; Phillips et al., 2010; Borda and Siddall,
2011). BfEE, %A% > ¥ < &L F Haemadipsidae
Blanchard, 1893, F Z 4 £ JU ¥} Hirudinidae Whitman,
1886, 7 * 1) 41 F &4 EILF} Macrobdellidae Richardson,
1969, * ¥ = 7 £ JLFPraobdellidae Sawyer, 1986, >
7 ¥ EUFE} Semiscolecidae Ringuelet, 1972, ¥ v ) v &
JVEL Xerobdellidae Ringuelet, 1954, % L CHi% & 7273
WY 7 E LV E} Cylicobdellidae Ringuelet, 1972 D 7} ©
Hipk &% (Phillips and Siddall, 2009; Phillips ef al., 2010).
v H o @k kMt EEZ STV B0, Wi
RLT A A EMERH, 4 vEVEdEH, #2414 ¢€
VEEHOMHEREAEEEZ S Tw s (i,
2013). X 51T, F 24 EAJEHHIC B W CHE—EEE
DEBMTHZ Y Y EARIED 6 TRk S L5
FfEC L ClilkBIfRIcd 5 &b, TDHROR
MTHAZIES L, IRWICRIMESRE LI bD EE
Aons (P, 2013).

W sbuic

ATl e VO SICRFEBGR & S BIRR DA E I
SVWTHMALTEL, Ik T e IVEHOERD RS
FZEE LIS WIRIE DS EE W T W 72 A3, JT4E Tessler et al.
(2018) 1T &k » TRIBS N BIAR I, £ b KK
T =7ty bEHOTHES UoEEE S SRR R I A
SVWTEBL, EHEEIEVWLDOEEILONS. ENT
biak, BUTOREDEF SN e E S ETE L
W, Fric, BEHE T 2 BRIEEIPT I RE S 3o
TZ &AM Polychaeta Grube, 1850 & L THkbNnT&E /7
N=FICE>TEDONTWSD, THIEIES Il
FMEETH O, NENOMLEWDI RSN TV S UMK,
2021). T OZEMOFEMEBICEE LT, &EI3ERTH
ZHHICES T A2KRRBEEIBE N TV S (Rouse et
al., 2022). BRIEBVIMSAKZHHBLIEE, T05
RNFARRICE—EDZ YN D D, 4% Rouse et al.
(2022) HMHRIE L 7e R R DIAS AN OGNS £ 5
i hid (A 1E Read, 2023), < NICIh U CTER&E

t:)l/iﬁcbéig ROEE

BN FEHE O FEN % & — MG 3 2 BN HE L 572
A9,

T 7o, LB S M BiIcoh, VDM
fLIE DV TR D RELE RN TE L LT -TE
fo. B, ESKEmONTH - o e VIffIc/Ed %
SHOBRME» NI &T, ENHITE T AU
ORERFIZOVCOEFEEIRECEE -7/, 61T, &
VI Z O RN THEBREE D BMEAEE D K Liinii L
TWbZ EbRan, bVHOME LT T 5 a/wto
EEDRASLPICHE-TETVE, EEVE, EI4E
WIEHHEP T 2 ) 4 EVEdEH O RENIAE, 1 v
WIEHH I B 1T 2RO RHBAR S &, KR E L TR
fRoMEIEIN TV b, BAELHIhTws%
HBIFRIC DWW T SR OIS AN[/KTH 5. Phillips
et al. 2019) IZ & » TOH OB~ — # — TRIRER
NtaTiul EBERsnTw S X5, 5%k
7 ATF=y & ERLICFEEID ATV T E
T, XbhikElER e VOB N E TshTn 2 &
P EN 5.

| B

AFoEGICE L THERIERZ M - o RE
FHBIKB R ERIR, 156 CICEX O &EGAE DI
JE Mt E R L BT 5.
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