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PenpoayKkTuBHOE NPENMYIIECTBO MAPTEHOT€HETHYECKOTO
n0sKIeBOro 4epBs Aporrectodea trapezoides

HaJ POAUTENbCKUM aM(pHUMHKTHYECKHM BHAOM

A. caliginosa (Oligochaeta, Lumbricidae)

IIpedcmasneno unenom-xoppecnondenmom HAH Yepaunot U.A. Axumosoimn

Cpasnumenvioe ucciedosanue unOUSUOYAILHOU NA000BUMOCINU napmenozeHemuyeckozo A. trapezoides u amgu-
muxmuueckozo A. caliginosa doscoesvix uepaeil nposedeno 6 1ab0oPAMOPHHIX YCA0BUSX. YemanoeAeHo, 4mo anomux-
muueckuti 6u0 umeem Gojiee GolCOKULL PENnPOOYKMUBHILL NOMEHUUAT, YeM AMPUMUKMULECKUL. IMO NposSeisiemcs
Kax 6 60vueM KOAUUecmae npou3eo0UMblX KOKOHOS, MAK U YUCILe GbIHCUBLLUX 108eHUIbHBLY 0cobell. Ouesudno, umo
HECMOMPsL HA OMCYMcmeue metioda sdexmusnocms 080zenesa y mpunioudnozo A. trapezoides oxasvieaemcs
avle, uem y ounioudnozo A. caliginosa. B xoneunom cueme amo 0oxasvieaem, umo pedyKuyuoHnoe oesenue ne cezod
SAGIACTCI CAMBIM IPPEXMUBHBIM CROCOOOM NPOUIBOOCINBA 2aMEM. Y HCUBOMHDLX, A AMPUMUKCUC — CAMOTLL PE3Y.b-
mamuenoil popmoil pasmuoxcenust. Boicoxuil penpodyxmuenviii nomenyuan napmenozeHemuueckux 4epeetl 8 co-
uemanuu ¢ 0OHONONOU CIMPYKMYPOLL NOCEAEHULL U IKOIOZUUECKOU NAACTIUYHOCIIBIO, OUeBUOHO, U 00eCNeUUBAIOM UM
WUPOKOE PACHPOCMPAHeHUe, NPUUEM 8 MECA U PeZUOHbL, UCTOPUUECKU 0L HUX He 0ueHb Olazonpusmmoie.

Knoueewie cnosa: niodosumocms, napmenozenes, 0ojcoesvie uepsu, Aporrectodea.

Bompoc 06 3BOMONMOHHOM 3HaYeHUN KJIOHOBOTO CITOCO6A PA3MHOKEHUsI U MapTEHOTEHEe3a,
Kak O/HO¥ 13 (hopM, KpaiiHe aKTyabHBINA B coBpeMenHoi 6uosoruu [1, 2]. KimoHupoanue siB-
JISIETCST ABOJIIOIMOHHO TIEPBUYHBIM CIIOCOOOM PETPOAYKITNH, CBOMCTBEHHBIM BCeM G€3 MCKIIO-
YeHUST OJTHOKJIETOUHBIM U TIPUMHUTHBHBIM MHOTOKJIETOYHBIM. [IpenmytiecTBa aToro crocoba pas-
MHOKEHUsI 0OY€BUIHBI — TIOTOMCTBY CTPOTO IepeaioTcst Hanbosiee yaauHble COYeTaHUsI T€HOB.
HecuyuaiiHo caMbiii GOJIBIION TIepHO/ JKU3HN Ha 3eMJie 3aHUMaeT BPeMsl JOMUHUPOBaHUs Gec-
MI0JIOTO Pa3MHOKEHUS, TOT/IA JKe M UMeJI MeCTO KJoyeBble apoMopdosbl. TeM He MeHee B ITpo-
1[ecCe IBOJIIONUHU Y MHOTOKJIETOYHBIX OPTAHU3MOB BCE OOJIBINTYIO POJIb CTAT UTPATh aM(DUMHUKCHC,
a y BBICOKOOPTaHU30BAHHBIX JKUBOTHBIX alIOMUKCUC CTAHOBUTCS KpallHe PeIKUM U, 110 CyTH, UC-
KJIIOUUTEJIHHBIM CIIOCOO0M BOCIIPOM3BO/ICTBA. [lapTeHOreHes, Kak MPUPOIHOE SIBJICHUE, OMTUCAH
Y MHOTHX JIOCTATOYHO BHICOKOOPTaHU30BAHHBIX JKUBOTHBIX |3 ]. Bosbieit vactbio 9T0 o6utate-
JIA TIPeCcHBIX BOJ U cymn. Kak HU mapajoKkcaabHO, BU/IbI, OTKa3aBIInecs OT aM(pPUMUKCHUCA, OKa-
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3aJIMCh DKOJOTMYECKU BIOJHE OJIaronoJydHbIMUA ¥ HUCKOJIBKO HE YCTYIAIOT 110 YUCJIEHHOCTH
HOMYJISIIAN U pasMepaM apeaioB OJIM3KUM aMUMUKTHYecKuM BuziaMm |1, 4]. Bosee Toro, B aKo-
crCTEeMax YMEPEHHOTO T0sICA OHKM COCTABJISTIOT CYNIECTBEHHYTO YaCTh OMOMACCHI JKUBOTHBIX U HTO
[IPU TOM, YTO BUI0BOE OOTATCTBO UX BEChMa HE3HAYMTENBHO.

DakTopoM GHOJOIMYECKOTO IIPOrpecca MapTeHOreHeTHYeCKUX BUIOB MOIJIA CTaTh WX pe-
IPOJYKTUBHASI YCIIENIHOCTD TI0 CPAaBHEHMIO ¢ aM(UMUKTUYECKUME cOOPaThsIMU. ATIPHOPHO OHa
MOJKET OBITh JOCTUTHYTA 32 CUET TPEX OOCTOSITEIHCTB: BBICOKOM MH/IMBU/Y AJILHON TLII0JOBUTOCTH,
OJTHOTIOJION JKEHCKOH CTPYKTYPBI U OTCYTCTBUST HEOOXOAUMOCTH MOUCKA TI0JI0OBOTO MapTHEPa, KakK
Y pasieJIbHOIOJIbIX JKUBOTHBIX. Bee 911 (hakTOPbI BIIOJIHE MOTJIM CTaTh IIPUYMHAME HEOOBIYaTHON
OOIIMPHOCTH apeasioB [4, 5| ¥ BBICOKON YMCJIEHHOCTH MaPTEHOT€HETUYeCKUX (DOPM 1 BUJIOB.

[TonTBep:xeHE OHOTO M3 TIPEITOIOKEHII MOKHO TIOJTYUYUTh 9KCITEPUMEHTATHHBIM TTYTEM,
CpaBHUBAS WHANBUAYAJIbHYIO TIOMOBUTOCTh ATOMUKTHYECKOTO M aM(PUMUKTUIECKOTO BUIOB B
CTPOTO KOHTPOJIUPYyeMbIX ycioBugx. C 9ToW 1esbio B3SATO JBa BHUA JIOK/EBBIX YepBell poja
Aporrectodea: ampumurTideckuit — A. caliginosa v anomukTiueckuit — A. trapezoides. Tlocnen-
HUU UMeeT TPUILIOU/HBIN HaOOp XPOMOCOM, Pa3MHOKAETCST TTAPTEHOTEHE30M M BO3HUK B PE3YJIb-
tare Tubpuansaiuu A. caliginosa ¢ OIHUM WV HECKOJBKUMU JAUTLIOWTHBIMU TIPEICTABUTEIISIMU
aToro poza [6]. CpaBHMBaeMble BU/IbI UMEIOT TIEPEKPBIBAIOIINECS aPeasibl, a B MECTaX CUMIIATPUHT
00OWTAIOT B OHUX CTAIIMSIX, He OT/aBasi IBHBIX MIPEANOYTEHUN KaKOMY-TiO0 THITY TIOYB.

Marepuasnom i uccaeoBaHus MOCTYKUIA 69 TTOTOBO3PENbIX YepBeii, 13 KOTOPBIX 27 TIpe/l-
craBisn BUA A. trapezoides, a 42 Gbuiu onpeesienbl Kak A. caliginosa. YepBu B3AThI B IePBOI
TIOJIOBUHE arpesist u3 Tpex Mect JKuromupckoit obmactu: B okpectHocTsx ¢. Cranumoska (36 9k3.),
Mukpopaiione Mapbsinoska 1. JKutomup (21 2x3.) u r. Pajombiniib (12 3K3.).

Panee Ha MPOTSIKEHUN HECKOJIBKUX CE30HOB CIIENMAIBHO Pa3padaThIBAIUCh METOBI KYJIb-
TUBUPOBAHUS 9TUX BU/IOB, YTO TIO3BOJIIIO TOA00pPaTh HYKHYIO BJaKHOCTD TIOYBBI M PAIUOH -
Tanusd. Yepseil copepsxkanu B TEMHOM MecTe TTPU KOMHATHON TeMIlepaType B IJIaCTMACCOBBIX XO-
POIIO BEHTUJIMPYEMBIX eMKOCTSIX 00beMoM 0,25 J1. [pyHT B3ST HEIOCPEACTBEHHO ¢ MeCT 0TOOpa
BBIOOPOK U TIPEIBAPUTETHHO TIPOCESTH YePe3 300JI0THUECKOE CUTO. B OT/IeIbHBIE EMKOCTH OBLIH TI0-
METIEHbI TI0 OTHOW 0COOU TTAPTEHOTEHETUIECKOTO BUa A. trapezoides v 110 iBe aM(pUMUKTITIE-
ckoro A. caliginosa. dxcriepumenT ObL1 HauaT 23 anpesis u npopokancst 125 nueit. Kaxasie 5—7
CYTOK TIOICYUTBHIBAJIN YHCJI0 KOKOHOB M IOBEHUJIBHBIX 0cobeit. [[Jis1 4ero mpoBOAMIOCH MTPOCen-
BaHue cybcTpaTa. [Ipu 3TOM n3bsTHEe HU KOKOHOB, HU IOBEHUJIBHBIX 0COOEH HE TTPOBOIMIIOCH.

N n
10
st
6t
Puc. 1. Cpennee uyncio kokoHoB (NN) A
Ha OfiHY 0CO0b B EMKOCTSIX ¢ aM(UMUK- i
tuuecknM A. caliginosa (1) v mapreHo- 9l
reHeTHIecKuM A. trapezoides (2) Buja-
MU IO CyTKaM aKcrepumenTa. [loBe-

() 1 1 1 1 1 1 1 1 1 1 1 1 1
PUTENIBHBII MHTEpPBa OasupyeTcs: Ha 8 12 17 22 28 35 43 50 56 65 74 83 96 104 114 125
CTaHAAPTHOM o1mubOKe cpeaHei CyTtku
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Puc. 2. Cpennee 4ncio 10BEHUJIbHBIX
ocobeit (N) Ha ofiHy 0c06b B €MKOCTSIX
¢ ampumukTraeckuM A. caliginosa (1)
U [IapTEHOTeHeTHIeCKUM A. trapezoides

R S S N T N B (2) Buzamu 1O CyTKaM 3KCIEPUMEHTA.
8 12 17 22 28 35 43 50 56 65 74 83 96 104 114 125  [ToBepuTesbHbINA HHTEPBAJ Oa3UpPyeTCs

Cytku Ha CTaHAAPTHOI omubKe cpeaHeit

S kNN W W N N
T

PasmHokeHne HayaIoch yKe Ha BOCbMble CYTKH, 3aKJII0YAJ0Ch OHO B OTKJIQJIKe KOKOHOB 1
IIPOJIOJIKAJIOCH B TEUEHHE BCETO TIepuo/ia uccienoBanus. Hanbosrbieit ”HTEHCUBHOCTH TIPOIIECC
JIOCTUT B CEpeIHE UIOHS, a K KOHILY aBI'yCTa OH CHU3WJICS JI0 YPOBHS TIEPBOIA JIEKaIbl Masl.

CpaBHUTEIBHBIN aHAIU3 YMCIa KOKOHOB Ha OJHY 0COOb MMOKa3bIBAET, YTO B TEPBBIl MeCSI]
UCCJIEIOBAHUST PA3IMYHS MEKLY BUIaMK OTCYTCTBOBA. OIHAKO, HAYWHAs ¢ 35 CyT SKCIIEpPUMEH-
Ta, KOTJIa MHTEHCUBHOCTH OTKJIA/IK KOKOHOB PE3KO BO3POCJIA, B EMKOCTSIX, B KOTOPBIX COJIePKaIn
A. trapezoides, ctanu hukcupoBaTh Topasio 00JIbllle KOKOHOB Ha OIHY 0c00b, ueM y A. caliginosa
(puc. 1). [Tpruem 1OCTOBEPHOCTH PA3INIHIL TIPU MOMAPHBIX CPABHEHUSIX B OOJIBITUHCTBE CIyYaeB
ObLIa ocTatoyHo BhicoKoit (p < 0,01—0,001). Caeayer oTMeTuTh, 4TO MO pazmepam, hopme u
OKpacKe KOKOHbI Pa3HbIX BUOB He oTyinyanuck. [IpenapupoBanue mokasano, 4To B KOKOHaX A.
caliginosa conep;KUTCst OIMH 3aPOJIBIIIL, TOT/A KakK Y A. trapezoides vix uuciio kosrebanocs ot 1 10 2.

CpaBHeHMe ABYX BU/OB I10 YKC/IY I0BEHIJIBHBIX 0CO0€EH, pacCynTaHHOE Ha OXHY 0CO0b, Kak
U CJIEJIOBAJIO OKU/IATh, 1AJI0 TOXOKUI pe3yabrat. B eMKOCTSX ¢ mapTeHOTeHeTUYeCKUMU YepBsi-
MU CpeJlHee YUCJI0 FOBEHUIBHBIX 0c00€eil SIBHO MMEJIO TEHIEHITNIO K IOCTUKEHUTO OOJIBITNX 3HA-
yeHnit. OTHAKO IOCTOBEPHBIE PA3JINIKst OBLIU OJYyYEHBI TOJBKO B KOHIIE 9KcIiepuMenTa Ha 114
u 125 cyt (puc. 2). He cTosib 04eBUIHOE TPEBOCXOCTBO MAPTEHOTEHETUUECKOTO BU/IA HAJ aM-
(buMUKTHYECKUM TI0 3TOMY TIOKa3aTeJsi0, BEPOsiTHEe BCETO, CBA3aHO C OTHOCUTEJNbHO HU3KON
BBIKUBAEMOCTBIO MOJION A. trapezoides. ITo MOTIO OBITH 00YCIIOBJIEHO OTHOCUTEIHHO HU3KOI
PHUCITOCOBJEHHOCTHIO MaPTEHOTEHETHYEeCKNX 0cobell Kak cBoiictBoM Buaa. OMHAKO Takoe
00bsICHEH e MaJIOIIPUEMJIEMO, TOCKOJIbKY apeasl MapTeHOTEHETHYECKOTO BUIa TPUXOAUTCS Ha
cTerHble HeOIArONPUATHBIE /IS JOK/IEBbIX YepBeil MecTa OOUTAHUS, YTO CBUETEBCTBYET O €ro
GOJIbITEN YCTOMYMBOCTU K 9KCTPEMAJIbHBIM YCIOBUsIM. [IpaBonoqo6Hell BBITJISIAUT THIIOTE3A,
COTJIACHO KOTOPOII MOHMKEHNE MPUCITOCOOJEHHOCTH — CJIEICTBUE PA3IMYHOTO POjIa CIIOHTaH-
HBIX TEHETHYECKUX abeppaliiii Ipy raMeToreHe3e y OTAebHbIX TPUILTIONA0B. Hesb3s nckiIo-
4UTH ¥ 0COOEHHOCTH TIPOTEKaHUs dKcriepuMenTa. [IpucyrcerBue nByX yepBeil A. caliginosa B oj-
HOW eMKOCTH IPUBOUT K GOJIBIIEMY TIePEMEITUBAHIIO U PHIXJIOCTH TPYHTA, YTO CIIOCOOCTBYET
MOBBIIIEHHOW BJIaKHOCTHU CyOCTpaTa M €ro HACBIIIEHHOCTH KMCJIOPOJIOM, YTO OJIarOMPUSITHO JIJIsT
BBIKMBAHUS MOJIOIH.

Hecmotpst Ha cTpemienue cienaTh yCJIOBUS SKCIEPUMEHTA /71 Pa3HBIX BUJIOB MAKCUMAJIbHO
COTIOCTaBMMBIMH, B MTOJHOI M€epe 3TOro JOCTHYb He yaaercst. Jleso ee u B TOM, 4TO 0cobsiM A.
caliginosa 1yist pa3MHOKEHUsST HEOOXOIMMa KOIYJISINSI, YTO B YCJIOBUSX HEOOJBITNX eMKOCTEN
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MOIJIO CTaTh IpobaeMaTuyHbIM. TeM He MeHee TO 00CTOSATENbCTBO, YTO IPOIECC PA3MHOKEHMS
y A. caliginosa nabroancst BO BCeX eMKOCTSIX W HavaJiCsl OIHOBPEMEHHO € PAa3MHOKEHUEM arlo-
MUKTUYECKUX Y€PBEil, CBUIETETbCTBYET, YTO HHTEHCUBHOCTH PAa3MHOKEHUS OblJIa COMOCTABH-
MOW y JIBYX BUJIOB.

Takum o6pasom, 0600MIast pe3yabraThl UCCIEJOBAHK, MOKHO YTBEPKIATh, UTO YPOBEHb
WH/IMBU/IYAJIbHOM TIJIOJIOBUTOCTH Y MTAPTEHOTEHETHYECKOTO Buia A. trapezoides 10OCTOBEPHO BbI-
re, yeM y ambuMurTuaeckoro A. caliginosa. Ilpu aTOM, HECMOTPsI HA HEKOTOPOE CHUKEHUE
qKCcJIa FOBEHIIBHBIX YepBeil, 001Iee YnCI0 BBIKUBIINX IOTOMKOB Y A. trapezoides oka3biBaeTcst
BCe PaBHO O0Jiee BHICOKMM. JTO J0KA3bIBAET, YTO MEI03 He BCEr/a SIBJISIETCS CAMbIM JI€HCTBEHHBIM
CII0cOO0M MTPOU3BOJICTBA TAMET Y JKMBOTHBIX, 2 aM(PUMUKCHC — He caMasi pe3yJibTaTBHast (hopMa
pasMHOKeHusA. MUTOTHYeCKHiT cloco6 IIPON3BOACTBA TAMET U alTOMUKCHUC BITOJIHE MOTYT MX 3aMe-
HUTb U JIajke, KaK MOKA3bIBAIOT PE3YJIBTaThl JAHHOTO UCCIeI0BaHNS, ObITh GoJiee 3 (hEKTUBHBIMU.

Anajiornunble MCCJIe0BAHMS 110 MHAMBU/YAJbHON IIJIOJJOBUTOCTA AlIOMUKTUYECKUX U aM-
(UMUKTUYECKUX BUIOB TPOBOAMINCH y pbib [7, 8]. OHu mokasajm, 4TO YUCJI0 UKPUHOK B CO-
OTBETCTBUM C BO3PACTAaHWEM WX Pa3MepPOB TOCJIEI0BATEIbHO YMEHBIIAETCS B PSALY AUIIOU-
Tl — TPUTLIOWBI —> TeTpanjoupl. [Ipu aToM penmpoayKTUBHBIN MOTEHITNAT ATTOMUKTHYECKIX
pbI6 He HUKe aMPUMUKTHYECKHX, TOCKOJIbKY B UX MOIIYJISIMSIX OTCYTCTBYIOT caMilbl. [IpruunHoit
PACXOKIEHUN Pe3yJIbTaTOB, TIOJYYEHHBIX Ha PHIOAX M JOKIEBBIX YEPBSIX, BOBMOKHO, CTAIM He-
3HAYMTEJIbHBIE PA3MEPDBI TEHOMA U, COOTBETCTBEHHO, OTHOCUTEJIHHO HEGOJIBINON pa3Mep KJIETOK
MOJIMTIION/THBIX JIOKIEBBIX YepBeil mo cpaBHeHuo ¢ poibamu [9]. Kak cieacrBue, y M0KIEBBIX
JyepBeii 3TO He IPUBOAUT K YMEHBIIEHUIO Y1 CJIa TTPOU3BOIUMBIX SHIIEKJIETOK.

[TosryueHHBIE Pe3yJIBTAThI IA0T OCHOBAHUE CYUTATh, YTO OOJIEe BHICOKAS TIOIOBUTOCTD Map-
TEHOTEHETHMYECKUX /TOK/IEBBIX YepBell HApSLy € T€M, UTO 3TO 9KOJOTMUECKH TIJIACTUYHbBIE BUIbI,
JUISI KOTOPBIX TIOAXOAUT MIMPOKUIT CIIEKTP MOYB, a JIJisI PA3MHOKEHUS He TPeOYeTCsT TI0JIOBOM map-
THEP, 00eCIIeYn/Ii UM IIHPOKOE PACIPOCTPAHEHME JasKe B MECTa, JIJIsi HUX HEe COBCEM IMOAXO/SIINE.,
[Tpuyem nx apeasi HACTOJIBKO PACHIMPHUIICS, YTO MHOTHE BUIBI, B TOM YHcJIe U A. trapezoides, craim
BUaMU-KocMoTiosutamu [10].
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PENMPOJAYKTUBHA IIEPEBATA ITAPTEHOTEHETUYHNX
JOIMOBMX YEPBIB APORRECTODEA TRAPEZOIDES

HA/l BATbKIBCbKUM AMOIMIKTUYHMM BUJOM

A. CALIGINOSA (OLIGOCHAETA, LUMBRICIDAE)

[TopiBHAIbHE AOCTIZKEHHS IHANBIAYaIbHOI IIJIOAI0YOCTI MAPTEHOTeHETUYIHOTO A. trapezoides i aMpiMiKTUYHOTO
A. caliginosa 1OMOBUX YEPBiB MPOBEAEHO B TaGOPaTOPHUX yMOBaX. BCTaHOBJIEHO, 1[0 aTOMIKTUYHUN BHJ Ma€
GiJTbIII BUCOKUI PENPOAYKTUBHUIL TTIOTEHItia, Hixk aMmbimMikTnutuii. [le BUABISEThCS AK y OiIbIIIN KiTbKOCTI BU-
PobJIEHUX KOKOHIB, TaK 1 I0BEHIJIBHUX 0COOWH, 1110 Buxkiin. QUeBUIHO, IO He3BaXKalouy Ha BiACYTHICTh Meio3y
eeKTUBHICTh OBOTEHE3Y Y TPUILIOIAHOTO BULy A. trapezoides Buina, HixK y aumuioigHoro A. caliginosa. Y Kinie-
BOMY TICYMKY IIe 0O3HA4aE, 0 MeHo3 He 3aBK/I1 € HaileeKTUBHIIINM CIT0cO60M BUPOOHHUITBA TaMeT Y TBapHH,
a am(pimikcnc — Halipe3yAbTaTUBHIIIO0 (POPMOI0 PO3MHOKEHHS. BUCOKUI PeNpOyKTUBHUN MTOTEHIJ apTe-
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Penpodyxmuenoe npeumyuecmao napmenozenemuueckozo 00ycdesozo uepss Aporrectodea trapezoides...

HOTE€HETUYHUX YEPBIiB y MMOEHAHHI 3 OIHOCTATEBOIO CTPYKTYPOIO TOCETIEeHb Ta €KOJIOTIYHOIO TIIIACTUYHICTIO, iMO-
BIpPHO, i 320€311e4yI0Th IM IMHPOKE TIONIUPEHHS, IPUYOMY B MiCIsl i PerioHH, M0 iCTOPUYHO IJIS HUX € He LyKe
CHPUSITIMBUMHU.

Kmonosi croea: nnodouicmov, napmenozenes, 0ouo6i uepsu, Aporrectodea.
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REPRODUCTIVE ADVANTAGE OF PARTHENOGENETIC EARTHWORM
APORRECTODEA TRAPEZOIDES OVER THE PARENTAL AMPHYMICTIC SPECIES
A. CALIGINOSA (OLIGOCHAETA, LUMBRICIDAE)

A comparative study of the individual fecundity of parthenogenetic A. trapezoides and amphimictic A. caligino-
sa earthworms is carried out under laboratory conditions. It has been established that the apomictic species
has a higher reproductive potential than the amphimictic one. This is manifested both in the greater number
of cocoons produced and in the number of surviving juvenile individuals. Obviously, despite the absence of
meiosis, the efficiency of ovogenesis in triploid A. trapezoides is higher than in diploid A. caliginosa. Ultimately,
this proves that meiosis is not always the most effective way to produce gametes in animals, and amphimixis is
the most effective form of reproduction. The high reproductive potential of parthenogenetic worms, combi-
ned with the all-female structure of the populations and the ecological plasticity obviously provide them with a
wide distribution, even in places and regions that are not very favorable historically.
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