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Taxonom ic uncertainty has long surrounded the identity o f certain African 
Anthus pipits, particularly those breeding on the sum m it grasslands o f  high 
m ountains and in contiguous woodlands occurring peripherally at lower al
titudes.Form s breeding on sum m it grasslands, notably Jackson’s Pipit A n 
thus latistriatus and the M ountain Pipit A . hoeschi, are seen as closely allied  
relict (refugial) species derived from a major invasion by an ancestral form 
likewise responsible for the present R ichard’s Pipit A . richardi o f the Pal- 
aearctic and other allied taxa. O n the other hand, the Wood Pipit A . nyassae, 
endem ic to Brachystegia woodlands (M iom bo), including areas adjacent to 
the m ontane grassland forms, is derived from an ancestor o f the Longbilled  
Pipit A . similis (proto-sim ilis), which adapted to a woodland existence during 
environm ental changes in the Pleistocene and Pliocene. These three species 
now require general recognition ih the arrangement o f the African Anthinae.
In the Afrotropics, intraspecific geographical variation in pipits is normally 
horizontal in distribution, apparent altitudinal replacement o f races o f  poly
typic species on high m ountains actually involving separate species.
Keywords: Afrotropical pipits, Anthus, altitudinal conation, taxonomy, diagnostic cri
teria.
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158 Zonal distribution in pipits

IN T R O D U C T IO N
T he taxonom y of certain  Afrotropical p ipits of the genus Anthus Bechstein 
has proved difficult to resolve, particularly  the status o f A. latistriatus 
Jackson  1899, A. nyassae N eum ann  1906 and A. hoeschi S tresem ann 1938. 
In  her m ajor revisionary study o f Anthus species of the w orld, H all (1961) 
alludes to the A . nyassae issue bu t avoids discussing either ^4. latistriatus or 
A. hoeschi. T he  taxonom y of these and closely related  forms has been d is
cussed in a series o f papers by C lancey (1977, 1978, 1984, 1985, 1986 
a ,b ,c ,d , 1987). C lancey (1987) has shown th a t in their hom e range m oun
tains, the allied allopatric  forms show altitud inal separation  of breeding 
grounds, and  th a t sym patry  usually occurs only when they are not b reed
ing. T he exception is the w oodland-based A. nyassae subspp., w hich are 
not overtly subject to any appreciable post-breeding m ovem ent, and, 
moreover, do not associate w ith grassland forms w ith which they are only 
seasonal siblings. W here two or m ore m orphologically and convergently 
sim ilar Anthus forms occur on isolated m ountains, the species seasonally 
inhabiting  the stony sum m it grasslands will be of a species o ther than  
th a t o f the form(s) occurring  in altitud inally  lower yet analogous hab ita t. 
T he concept th a t the sum m it and sub-m ontane grassland (or savanna 
w oodland) taxa  are never conspecific has been criticized by D ow sett & 
D ow sett-L em aire (1986), largely on the grounds th a t the conclusions 
reached in the m useum  were not followed up by an analysis o f the vocal
izations. T he  evidence supporting  the recognition of A . latistriatus, A. 
nyassae and  A. hoeschi as full species and the concept o f a ltitud inal species 
replacem ent are discussed hereunder in both regional and continental 
contexts, while the diagnostic criteria of the various forms are d e ta iled .

D IS C U S S IO N
A ltitud inal zonation of ranges o f Anthus spp. on single m ountains is 
known from  south of the E quato r and is m ost in evidence in or peripheral 
to the Brachystegia (M iom bo) belt. T hree species have been determ ined  as 
constitu ting  sum m it grassland taxa: A. latistriatus in three or four popu
lations w ith the spatially  rem ote A . hoeschi of the D rakensberg  M ountains 
of south-eastern  Africa seen as recently evolved from it (Figs. 1 & 2), and 
A. similis in one, perhaps two cases if the M arungu  population  of sou th 
eastern  Z aire is included. T he position in C am eroon is som ew hat equivo
cal a t this stage, in which region A. latistriatus bannermani Bates, 1930, is in 
-  p robab ly  recent — contact w ith two far w estern races of A . cinnamomeus 
R iippell, 1840 {A. c. camaroonensis Shelley, 1900, and A. c. lynesi B anner- 
m an & Bates, 1927). B annerm an (1936) initially only recognised A. I. 
bannermani from the in terio r m ountains of Sierra Leone, b u t la ter (Ban
nerm an  1951) extended the range east to C am eroon. H e believed the 
form  to be a d iscrete species. In  the region of the contact betw een A . I.
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P .A. Clancey 159

bannermani and  A. cinnamomeus subspp. in C am eroon there is no record of 
a ltitud in a l zonation o f range. However, as A. I. bannermani is associated 
with rocky sum m it grassland  in Sierra Leone, cleared m ined areas on 
M t. N im ba, L iberia  (Colston & C urry -L indahl 1986), and barren  rocky 
hillside in C am eroon, the two species are evidently ecologically segre
gated. T he reason why latistriatus and hoeschi were in lim bo for so long is 
now clear, as both  are in the m ain  long distance m igran ts from restricted  
breeding grounds in rem ote h ighlands, which a t the tim e of their descrip 
tion were unknow n.

C lancey (1984) showed th a t the three races of latistriatus lie in a rough, 
extended and  fragm ented arc  from the m ountains of Sierra Leone and 
G uinea to C am eroon (A. I. bannermani), south-eastern  Zaire and  ad jacen t

Figure 1. T he distribution o f  Anthus cinnamomeus subspp. (shaded areas) and A . hoeschi 
(black area).
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160 Zonal distribution in pipits

A . latistriatussubspp.: sm all scattered black areas.

A . nyassae subspp  

A . sim ilissubspp .

D istribution o f  A . similis moco is shown by arrowed 1.

w estern T anzania  {A. I. latistriatus), and the m ountains to the northern  
end o fL ake M alaw i (̂ 4. /. winterbottomi)(Fig. 2), this chain ofform s term i
na ting  in the d isjunct A. hoeschi o f the D rakensberg R ange (Fig. 1). I t  is 
notew orthy th a t this group  o f forms is d istribu ted  im m ediately  to the 
west of the n orthern  A frotropical A . similis subspp., and north  and east of 
the forestal com plex of A. nyassae, which, following N eu m ann ’s original
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P. A . Clancey 161

assignm ent o f the form, had until recently been treated  as p a rt o f the 
w ide-ranging A. similis Je rd o n . In  the case of nyassae, the four subspecies 
are forms o f the M iom bo savannas of south-central Africa, differing 
m arkedly in their ecology from the steppe/m ontane oriented A. similis, 
sens, strict., w ith which they had  been associated until very recently. T he 
ripple or wave-like p a tte rn  of these contem porary pipit ranges are the re
sult of d istan t historical events, sim ilar com parable north -eastern  and 
south-w estern range patterns showing up in range m aps o f m any poly
typic species and  superspecies o f African birds.

In  the Palaearctic, a som ew hat parallel altitud inal zonation o f breed
ing ranges is found in closely related allopatric Anthus species: the-Rock 
Pipit A. petrosus (M ontagu) o f the rocky coasts of north-w estern  France 
and the B ritish Isles to the Faeroes and w estern Scandinavia, and  its 
sibling, the W ater P ipit A. spinoletta (Linnaeus) o f the alpine zone o f con
tinen tal m ountains from w estern m ain land  Europe, east to cen tral Asia. 
E ast o f this, and in the N earctic, it is replaced by A. rubescens (Tunstall), 
which ranges as far east as w estern G reenland.

T he  Southern  African Subregion: Anthus hoeschi.
South o f the L im popo River: T he case which best dem onstrates the s tra 
tified o r zonal p a tte rn  o f breeding d istributions in Afrotropical m ontane 
p ipits is th a t o f the com plex occurring in the D rakensberg M ountains of 
the south-east (Table 1, Fig. 1). T h is furnishes reliable guidelines in 
determ ining  the relationships and  status of confusingly sim ilar Anthus 
species present in o ther A from ontane system s.

T he establishm ent o f the high level grassland breeding Anthus o f the 
D rakensberg  as the long m ysterious A. hoeschi (S tresem ann 1938, M en
delsohn 1984, C lancey 1984, Brooke 1984), described on three occasions 
on specim ens from the breeding and wintering grounds and as a tra n 
sient by three different ornithologists, has cleared the way for the resol
ution o f the taxonom ic sta tus o f several o ther equivocal pipit forms.

A . hoeschi is a long d istance m igran t, spending the nonbreeding season 
on the Z aire/Z am bezi R iver w atershed in south-eastern  Zaire, eastern  
Angola and adjacent Z am bia, m igrating  across the desertic in terio r of 
the Southern  African Subregion in M arch  and A pril, re tu rn ing  to its 
breeding h ighlands in late O ctober and N ovem ber (Clancey 1986a). I t 
nests in the D rakensberg  above abou t 1830 m a.s.l. (F ig .l) , in the m ain 
replacing a t these elevations allied pipits {A. cinnamomeus and A. similis), 
bu t with a m easure of in terdig ita tion  w ith the form er at the range in te r
face in the north -eastern  C ape (N aude’s Nek Pass) (Table 1).

Below the breeding grounds of A. hoeschi and alongside A. cinnamomeus 
and A. similis in the D rakensberg  occur two o ther pip it species, these 
being A . crenatus and Hemimacronyx chloris, which seem not to be in ecologi
cal com petition w ith either. W hile the South African Rock P ipit (crenatus) 
inhabits terra in  sim ilar to th a t favoured by A. similis, H . chloris occurs
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162 Zonal distribution in pipits

TA BLE 1
The zonal breeding distribution and diagnostic criteria o f  three closely allied Anthus pipits 
in the D rakensberg M ountains o f  south-eastern Africa.
Zone Altitude (metres) 

above sea level
Form

A. Sum m it (alpine & sub- 1 8 3 0 -2 8 6 5 Anthus hoeschi
alpine grassland)

B. M ontane grassland below 1829 Anthus cinnamomeus rufuloides
M ixed grass and broken below 1829 Anthus similisprimarius
ground

D iagnostic criteria:
A.hoeschi. Male: w ing-length 94-97,5 mm, tail-length 63-71 mm. Female: wing-

length 88,5-92 mm, tail-length 61-66,5 mm. Crown broadly streaked 
brownish black. Breast spotting blackish. Light apical surface o f out
ermost rectrix dull vinaceous-buff; penultim ate rectrix generally 
plain. Base o f bill flesh-coloured.

A . c. rufuloides. Sm aller than hoeschi. Male: wing-length 88-94 mm. Female: wing- 
length 84,5-88 mm. Crown with finer streaking. Light surfaces to two 
outerm ost rectrices starkly white. Base o f bill yellowish.

A.s.prim arius. W ings and tail longer than in hoeschi. Male: w ing-length 94-103 mm, 
tail-length 71-76m m . Female: wing-length, 92-97 mm, tail-length  
68-74 mm. Compared with two previous taxa, breast streaked dusky 
rather than spotted blackish. Light areas on two outermost rectrices 
dull vinaceous-buff, and penultim ate rectrix never plain apically. 
H ind-claw  shorter than in both the foregoing. Base o f bill flesh- 
coloured.

narrow ly in the sam e grassland as does A. cinnamomeus, bu t is m ore altitu- 
dinally restricted , breeding between 1400-2400 m a.s.l.
T he  L im popo/Z am bezi interfluve: In  this region the h igher m ountains 
are those along the Z im babw e/M ozam bique frontier from abou t 20°S, 
extending some 260 km, the highest point a tta ined  being M t. Inyangani 
a t 2592 m a.s.l. U nlike the D rakensberg to the south, these frontier h igh
lands and  the isolated feature of M t. G orongosa (in M ozam bique to the 
east a t 20°41’S, 34°09’E), do not support an  endem ic pipit, and  those rel
evant to the presen t study occurring inhab it M iom bo savanna {A. nyassae 

frondicolus), and grazed grassland and fallow tracts o f cleared land (A  cin
namomeus lichenya and A. vaalensis chobiensis) -  both la tte r  taxa w ith exten
sive ranges. T he presence of huge tracts o f suitable terrain  from the Chi- 
m anim ani M ountains northw ards to M t. Inyangani notw ithstanding , no 
representative of the steppe/m ontane oriented A. similis occurs in this 
sector. Indeed , the ecological niche norm ally favoured by A. similis is to
tally unexploited in this p articu la r area.

Zonal structu ring  of ranges does not occur am ong m edium -sized pipits 
in the L im popo/Z am bezi interfluve. T he p lateau  and highland breeding 
A . cinnamomeus population  is the upland race lichenya, described from M t. 
M lanje in the sou thern  highlands o f M alaw i, in which w hite on the pen
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P. A . Clancey 163

u ltim ate rectrix  is frequently vestigial or even lacking (Clancey 1977). 
T h is is also found in a second south-central African race — A. c. itombwen- 
sis o f the Itom bw e R ange in south-eastern  Zaire, in contiguous races o f A. 
latistriatus, and  rem otely in A. hoeschi, which isolate is seen as derived from 
the sam e stock as latistriatus. A significant correlate is th a t A. hoeschi 
spends m uch o f the non-breeding season in regions o f Africa where the 
loss of white in the penultim ate  rectrix is the norm  in A. cinnamomeus and 
its generic affiliates.

E astern  Africa: Anthus latistriatus
C ircum stances com parable to those found between the L im popo and 
Zam bezi Rivers are present in southern  and central M alaw i, giving way 
in the north  and in adjacent territories to a m ore zonal p a tte rn  of m on
tane p ip it ranges. H ere one finds the M iom bo-associated A. nyassae nyas
sae replaced on the rocky grassland above the tree line o f various m oun
tain  ranges by widely differing b irds (Table 2). T hese are m uch darker,

TA BLE 2
T he zonal breeding disposition o f three closely allied m edium -sized Anthus pipits in the 
m ountains round the north end o f Lake M alawi. T he only other pipit occurring in grass
land alongside A . I. winterbottomi appears to be the dim inutive A . brachyurus ?subsp.

Zone Altitude Form
A. Sum m it grassland ca above 1 8 3 0 -  

2440 m a.s.1.
1. Anthus latistriatus, subsp. 
winterbottomi

B. M ontane savanna  
w oodland (M iom bo)

ca 1830 m a.s.l. 
and below

2. Anthus nyassae, subsp. nyassae

C. Sub-m ontane grassland ca 1830 m a.s.l. 3. Anthus cinnamomeus, subsp-
and cultivation and below lichenya.

D iagnostic criteria:
A . I. winterbottomi. Male: w ing-length 88-93 mm, tail-length 65-68 mm. Feathers o f back 

with vinaceous brownish black centres, edged paler. H ind-neck not 
paler than rest o f  dorsum . Ventrally vinaceous-bufF, heavily streaked 
on breast and sides with blackish brown. In tail, penultim ate rectrix 
plain or with vestigial light apical surface. H ind-claw  10 mm. Base of 
lower m andible probably flesh-coloured.

A .n . nyassae. Male: w ing-length 88-97 mm, tail-length 65-68 mm. Dorsal surface
paler and browner, less blackish, than A . I. winterbottomi the feathers 
edged ochraceous or rust-colour; hind-neck lighter and greyer than  
rest o f upper surface, and in w ing “wrist” not greyish. Ventral streak
ing less extended caudad, and more restricted to upper breast. In tail, 
penultim ate rectrix w ith prominent whitish w edges to both vanes. 
Base o f  bill yellowish?

A.c.lichenya. Male: w ing-length 90-95 mm. Female: w ing-length 83-89 mm. Lacks 
the light hind-neck bar o f  nyassae. Differs further in having the outer
most rectrix with outer vane and tip o f  inner pure white, and with  
w hite variably extended to the penultim ate tail-feather. H ind-claw  in 
male and female 10-16 mm. Base o f  lower m andible yellow.
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164 Zonal distribution in pipits

less ochraceous-rufous, over the upper-parts and  wings, the broad shaft- 
streaking vinaceous brow nish black, and the hind-neck not paler than  
the rest o f the dorsum . In  the wings, the lesser-coverts are greyer, and the 
fringes to the rest o f the coverts and the remiges redder. Such birds are 
also m ore heavily streaked over the breast and sides, and the ou ter tail 
p a tte rn  is as described for A. latistriatus (Clancey 1984, 1985). T he size is 
also som ew hat smaller. Populations exhibiting these characters are 
known from  the sum m it grasslands of the M afinga and M akutu  M o u n 
tains, north -eastern  Z am bia, the Nyika Plateau, Z am bia/M alaw i, T an
zania in m ounta ins north  of Lake M alaw i (in the Poroto M ountains, at 
N jom be, and  in the M atengo H ighlands (11°S, 35°E), and on the Njesi 
P lateau  to the north  o f U nango in N iassa, M ozam bique (Fig. 2). Post
breeding m ovem ent has been determ ined as occurring in these elem ents. 
T hey have been collected a t lower elevations in savanna after breeding 
(in T anzania, and, perhaps, C aconda, in H uila , Angola (D ow sett & 
D ow sett-L em aire 1980). After years of uncerta in ty  as to the correct taxo
nom ic a ttrib u tio n  of these dark  birds, C lancey (1985) separated  this 
popu lation  from  A. nyassae and characterized them  as A. latistriatus winter- 
bottomi. T he  type-locality, the M afinga M ountains, is on the Z am bia / 
M alaw i frontier. T he only o ther p ip it occurring in grassland alongside A. 
I. winterbottomi appears to be the d im inutive A. brachyurus. In  the M alaw i 
h ighlands to the south o f winterbottomi the savannas are occupied by A. 
nyassae and  the grasslands and cultivation by A. cinnamomeus, as in Z im 
babw e and ad jacent M ozam bique (Figs. 1 & 2).

T he th ree known specim ens o f nom inate A. latistriatus are  listed in 
C lancey (1984), these being from the K avirondo Gulf, south-w estern 
K enya (the type), a second from Lugaga, in Ankole, U ganda a t 0°48’S, 
31°04’E, and the th ird  from Luiko in the Itom bw e M ountains of eastern 
Zaire. W hile the K enyan and  U gandan  specim ens are clearly from d is
tan t breeding grounds, the Itom bw e skin, which was collected in the 
sam e general area  as a large series o f A. c. itombwensis (Prigogine 1981), 
was assuredly  on or near its breeding ground w hen shot. As nom inate  A. 
latistriatus and A . c. itombwensis are rem arkedly and deceptively alike, and 
are seen on the lim ited evidence as being sym patric  in the breeding sea
son, it is postu lated  th a t their ranges are altitud inally  stratified (Table 3), 
paralleling  the situation  in the m ountains a t the northern  end o f Lake 
M alaw i and  in the D rakensberg.

As the length o f the hind-claw  of latistriatus is m uch shorter than  in A. c. 
itombwensis (7-8 m m , versus 10-16 m m ), it assuredly inhabits a coarser, less 
densely grassed and  perhaps stony, substra te  and is in all p robability  the 
sum m it grassland  breeding species. In  this event, itombwensis -  a race of 
cinnamomeus -  w ould occupy h ab ita t suitable to it a t lower elevations in 
the sam e m ountains. However, m uch further collecting and  field work 
will be needed in o rder to test the^validity of this hypothesis.

B ritton  et al. (1980) draw  a tten tion  to a com parable situation  on M t. 
M ah ari to the east of Lake Tanganyika a t 6°12’S, 29°50’E. U nfortunately,
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P. A . Clancey 165

no specim ens from this m ountain  have been available for critical study, 
and  the p ip it occurring a t high altitudes on the m ountain  appears to have 
been ascribed to A . cinnamomeus sim ply on the basis o f visual determ i
nation. T his is described as being “m arkedly darker than  b irds along the 
nearby  shores o f Lake T anganyika.” In  my recent revision o f A. cinnamo
meus (C lancey 1986b), the w estern T anzanian  -  the eastern shore o f Lake 
T anganyika — elem ents are referred to A. c. lichenya, in which case the 
sum m it grassland breeders are in all probability  p a rt oL4. latistriatus.

Study o f the variation  in A. cinnamomeus confirms that im portan t m or
phological param eters vary horizontally  and m osaically in sym pathy 
w ith precipitation  levels and, to an extent, the n a tu re  o f the substra te  and 
the evolutionary history o f the species in Africa (as in the taxa A. c. spu- 
rium and A. c. grotei). V ariation is not clinal as claim ed by W hite (1957). 
O n  individual m ountains only a single subspecies is present as a breeder 
and  in instances w here the contrary  is believed to occur two discrete 
species have been found to be involved. In  the case o f the Itom bw e and 
ad jacent ranges o f south-eastern  Zaire, the postu lated  altitud inal 
zonation o f p ip it species is given in Table 3. I t  is suggested th a t a ltitud i
nal zonation will occur on M t. M ahari, although different taxa will p ro b 
ably occur.

TA BLE 3
H ypothetical zonal distribution o f closely allied Anthus species occurring on the Itom bwe 
and other south-eastern Zairean highlands.
O n M t. M ahari, W estern Tanzania, the sam e altitudinal range structure will probably 
occur, but the individual taxa will naturally differ.
Sum m it grassland Anthus latistriatus subsp. latistriatus
Sub-m ontane grasslands Anthus cinnamomeus subsp. itombwensis. also probably present:

A . similis dewittei and, in M iom bo, A . nyassae nyassae
D iagnostic criteria as given Table 2.

E astern  and  north-eastern  Africa north  of abou t 4°S
To the north  o f the w estern and  south-w estern highlands o f T anzania  and 
o f south-eastern  Zaire, sum m it (alpine) grassland Anthus forms are ab 
sent from the higher m ountains, such as Ruw enzori, M t. Elgon, the C en
tral K enyan  H ighlands (including M t. K enya), M t. K ilim anjaro , the 
U sam bara  and  Pare M ountains, and eastern T anzanian  m ountain  
ranges such as of N guru, U luguru  and U kaguru. This is notew orthy, 
bearing in  m ind the opportunistic  behaviour o f certain  Anthus species in 
their ready colonization of recently cleared land.

A. cinnamomeus and A. similis are sym patric in eastern Africa, b u t favour 
different hab ita ts, yet there is no evidence of strict a ltitud inal range zo
nation. Furtherm ore, it is significant th a t no localized m ontane form of 
either species has evolved. F undam ental to an understand ing  o f this situ 
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166 Zonal distribution in pipits

ation  is th a t by and large the alpine grassland is norm ally too high (in 
excess of 3 000 m a.s.l.) and its com position perhaps unsuitable. T he 
presence of an  apron  of m ontane evergreen forest below the ecotone m ay 
also be a determ ining  factor, because in the case o f m arked range zo- 
nation  from further south in Africa discussed above, evergreen forest, if 
present, is fragm ented and largely -  often totally — replaced by savanna 
w oodland or stun ted  scrub, both o f w hich niches m ay be arrogated  by 
Anthus forms (e.g. A. nyassae and to an extent A  similis).

T he E th iopian  h ighlands appear com parable despite the depauperate  
sta te  o f the region resulting from long-term  denudation  o f the environ
m ent and land misuse. As a result o f this, any possible biotic isolating 
m echanism s m ay have long since been eradicated. In  E thiopia, A . cinna
momeus and  A. similis races occur in close association to high altitudes 
w ithout any overt zonal disposition o f their ranges, both also occurring 
alongside A . leucophrys omoensis and A . vaalensis zaphiroi.

W estern equatorial Africa: Anthus similis moco
Isolated  in the savanna w oodlands o f Angola is A. (similis) moco, de
scribed by Traylor (1962) on a lim ited series collected by G erd H einrich  
on the grassland  sum m it o f M t. M oco, in H uam bo. Traylor appreciated  
th a t moco was a different species to the forestal A . n. schoutedeni p resen t in 
M iom bo w oodlands on the m ountain  below the sum m it and in the su r
rounding  lowlands, yet was hesitan t in associating it w ith similis. This 
procedural uncerta in ity  arose from the view then widely held th a t the 
atypical w oodland similis-\ike pipits of the M iom bo savannas were p a rt of 
the essentially steppe/m on tane oriented A. similis, ra th er than  a separate, 
and a t th a t stage unrecognised, species. W ith the recognition o f schoute
deni as a race o f a species A. nyassae, the status o f moco as p a rt o f A. similis is 
seen to have been correctly assessed from the outset. T his is confirm ed by 
the longer tail-length, as given in Table 4.

TA BLE 4
Zoned altitudinal distribution o f  medium -sized Anthus species occurring on M t. M oco, 
H uam bo, Angola. Perhaps also on other peaks in the highlands o f H uam bo.
Zone Altitude Form
A. Sum m it grassland above ca 2000 m a.s.l. 1. Anthussimilus, subsp. moco
B. M ontane savanna  

woodland (M iom bo) 
Grassed clearings

below ca 2000 m a.s.l. 2. Anthus nyassae, subsp. schoute
deni
Uncertain. I f  present probably 
Anthus cinnamomeus, subsp. boca-
gH-

The species criteria are as given for similis in Table 1 and for nyassae in Table 2. In males 
o f  moco tails are > 7 2 , females > 7 0 , the bills < 19; in schoutedeni tails in males < 7 0 , 
females <  68 and bills < 1 6 .5  mm.
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P.A. Clancey 167

As moco differs sharp ly  from the xeric South West African (N am ibian) 
races o f similis (A. s. palliditinctus and A. s. leucocraspedor), its racial affin
ities are seen as being w ith A. s. dewittei of the M arungu  H ighlands of 
south-eastern  Zaire, north  to R w anda, B urundi and the K igezi/A nkole 
region of U ganda. U nfortunately, it has not been possible to exam ine the 
lim ited m ateria l o f A. 5. moco, so th a t a com parison between it and A. s. 
dewittei rem ains to be effected. A . s. dewittei is not a localized sum m it 
grassland form confined to the M arungu  H ighlands (Clancey 1986c) as 
previously suggested (Clancey 1985). Nevertheless, the M arungu  popu
lation  is v irtually  surrounded  by elem ents o f the eastern nom inate race of 
A . nyassae resident in the M iom bo at lower elevations.

W est Africa: Anthus latistriatus bannermani
T he taxon bannermani was nam ed from Sierra Leone by Bates (1930) as a 
race o f A . richardi Vieillot. B annerm an (1936) in tu rn  viewed it as a full 
species, bu t in recent tim es it has been considered to be an elem ent o f the 
steppe/m on tane A. similis assem blage, w ith which it shares com parable 
ecological a ttrib u tes and certain  m orphological characters. T h a t the as
crip tion  o f the form to similis is incorrect was noted by C lancey (1985, 
1986d), and it was transferred  to latistriatus by C lancey (1986d).

T he far w estern A frotropical subspecies of A. similis - the xeric A. s. 
asbenaicus R othschild  o f A'ir in N iger is longer-winged and longer-tailed 
than  bannermani'. w ing-lengths 96 m m  and 93 m m  and tail-lengths 75 mm  
and 71 m m  respectively, and is paler above and less heavily streaked on 
the underside. In  its dim ensions, outer ta il-pattern  features, dark  dorsal 
colouration and coarse ventral streaking, bannermani com pares best w ith 
the two races o f Jack so n ’s Pipit A. latistriatus. T he only notable difference 
between the W est African form and the nom inate subspecies is the 
shorter and rounder wing: m ale wing lengths 93 m m  and 95 m m  respec
tively and fem ale w ing-lengths 84 m m  and 89 m m . T he tail-lengths over
lap. In  its m orphom etries, A. I. bannermani m atches closely w ith A. I. win
terbottomi C lancey of the m ountains a t the northern  end of Lake M alaw i, 
b u t is again sm aller than  the isolated A. hoeschi o f the south-eastern  D ra 
kensberg M ountains. In  this latter, long wing-length m ay sim ply be a 
m anifestation o f its post-breeding vagility, w hereas bannermani is ap 
paren tly  largely sedentary.

A. I. bannermani extends d isruptedly  from in terior m ountains in the 
states o f G uinea, Sierra Leone, L iberia and the Ivory C oast, east to east
ern N igeria and C am eroon (M t. Cam eroon and the B am enda H igh
lands) (Fig. 2). A t the eastern extrem ity o f its range it is in contact w ith A. 
cinnamomeus camaroonensis and A. c. lynesi. Both A. c. camaroonensis and A. c. 
lynesi are longer winged than  bannermani, which also has a rounder wing- 
tip: m ale w ing-lengths 92,5-96 m m  and 95-100,5 m m  respectively; female 
w ing-lengths 89-94 mm  and 90-95 m m  respectively. B annerm an (1936) 
restricted  bannermani to Sierra Leone, but extended it la ter to include
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168 Zonal distribution in pipits

C am eroon (B annerm an 1951). Specim ens of bannermani exam ined during  
the course o f this research were taken in Sierra Leone, L iberia, eastern  
N igeria (Jos Plateau) and C am eroon. T he two pipits m eet in the 
B am enda region, and from the sparse d a ta  available there is lim ited evi
dence o f an altitud inal arrangem ent o f their ranges a t the contact in te r
face. B annerm an  (1951) records bannermani as frequenting rocks on the 
heights o f the Birwa P lateau, Sierra Leone, and o f constructing  its nest 
u nder a boulder on a steep barren  hillside in C am eroon. Such terra in  is 
unacceptab le  to breeding^!, cinnamomeus. These ecological factors suggest 
th a t in C am eroon  the species are allopatric, with bannermani resorting  to 
higher rocky, and , apparently , m ore barren  ground, in so doing ad u m 
b rating  the altitud inal zonation o f breeding ranges found further south. 
T he  role o f the species concerned here is therefore reversed.

C O N C L U S IO N S
T he pipits discussed above stem  from two separate lineages responsible 
for two or m ore expansionary  th rusts into Africa from E urasia , the con
tem porary  representatives in the Palaearctic being A. richardi and A. simi
lis (Table 5) (C lancey 1985). I t  is notew orthy th a t in the five or so in 
stances w here it has been established th a t a m edium -sized Anthus species 
is restricted  as a breeder to the sum m it grasslands o f m ountains, three of 
the differentiates are subspecies of a single polytypic species represented  
now here else (A. latistriatus), and a fourth is clearly derived from the sam e

TA BLE 5
A  schem atic evolutionary arrangement o f  Afrotropical m ontane Anthus pipits. *
A. Eurasian progenitor o f  the richardi lineagee (proto-richardi)

First colonization: A. hoeschi &
A . latistriatus
A .I . winterbottomi
A . 1. latistriatus
A . 1. bannermani

Second colonization: A . cinnamomeus
A .c . rufuloides
A . c. lichenya
A . c. itombwensis
A . c. camaroonensis
A . c. lynesi

B. Eurasian progenitor o f the similis lineage (proto- similis)
First colonization: A . nyassae

A . n. nyassae
A . n. schoutedeni

Second colonization: A . similis
A . s . primarius
{A . s. dewittei)
A . s. moco

* As interpreted in the present com m unication.
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P .A. Clancey 169

im m ediate evolutionary horizon {A. hoeschi). T he fifth (A  s. moco) is a 
subspecies o f a w idespread p ip it inhabiting  steppe/m on tane country. I t  is 
suggested th a t the first four forms are relicts o f an old lineage, whereas 
the subspecies o f similis o f M t. M oco, in Angola, and A. s. dewittei o f M a
rungu, south-eastern  Zaire, result from recent extension o f range by the 
m odern A. similis. This is substan tia ted  by the determ ination  th a t dewittei 
is not a M arungu  isolate.

A . latistriatus subspp. derive from an initial expansion into Africa by a 
d is tan t progenitor o f the contem porary  E urasian  A. richardi. M ore recent 
invasions by sim ilar stock from the sam e region in tu rn  resulted in the 
evolution and spread o f the A frotropical representative of the A. richardi 
complex: A. cinnamomeus, w hich has a predilection for plain-like con
ditions. A. latistriatus and A. hoeschi favour an environm ent often also u til
ized by A. similis subspp. bu t in the single case where representatives of 
these species occur v irtually  sy m p a tr ic a lly -o n  the south-eastern  African 
D rakensberg  — A. hoeschi favours higher country than  A. s. primarius 
(Table 1). T he fact th a t the environm ents inhabited  by breeding latistria
tus subspp ., hoeschi and similis subspp. are in m any respects alike is seen as 
one o f the reasons for their convergent sim ilarities. W hile related to the 
m odern A. cinnamomeus, the relict isolates o f A. latistriatus and A. hoeschi are 
not in com petition w ith it, inhabiting  as they do coarse rocky grassland 
terra in  in high m ountains. T he a ltitud inal disposition of breeding ranges 
determ ined  as occurring in association with these pipits is seen as one of 
the isolating m echanism s by which specific uniqueness is m aintained 
and com petition averted.

C lancey (1985) postu lated  th a t A  nyassae is derived from a p rim ary  ex
pansion into Africa by a E urasian  ancestor o f the contem porary  A. similis, 
the descendants o f which occupied the savanna-type w oodland which 
spread w ith the onset o f a m ore pluvial clim atic regime. T his hypothesis 
presupposes th a t in the face o f this clim atic change, the birds of richardi 
lineage re treated  to m ontane grassland refugia.

As some studen ts m ay be inclined to query E urasia  as the centre from 
w hich the ancestors o f the pipits discussed above initially spread  into 
Africa, before diverging and in tu rn  radiating  w ithin  the confines o f the 
continent, relevant evidence is hereunder presented.

T he  lineages from which the purely A frotropical Anthus species -  A. 
cinnamomeus, A . latistriatus, A . hoeschi and A. nyassae — considered here stem 
are also those of two w ide-ranging m odern species present in both the 
Palaearctic and O rien ta l Regions, the necessary linkage provided by the 
wave or ripple-like north-east/south-w est pattern  of ranges to be seen on 
d istribu tion  m aps. These patterns dem onstrate lucidly th a t colonizations 
by both plexuses have been from regions to the north-east of the African 
continent and th a t the African avifauna has been the recip ient in all in 
stances.

A. cinnamomeus, w ith which is linked in evolutionary term s A. latistriatus 
and A. hoeschi (both descendants o f a p rim al colonization o f the sam e an 
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170 Zonal distribution in pipits

cestral stock), is only allospecifically discrete from A. richardi o f the Pal- 
aearctic  and O rien ta l Regions. A t present, cinnamomeus extends no further 
east th an  the south-w estern p a rt of the A rabian  Peninsula (4 . c. annae 
and A. c. eximius) and  is spatially  rem ote from A. richardi subspp. (includ
ing A. (r.) rufulus), the break o f long standing and occasioned by the pres
ence o f now unsuitable and arid  terrain. Significantly, this type o f situ 
ation  does not occur in A. similis, the first incursion into Africa o f w hich it 
is suggested produced the woodland A. nyassae. T he b irds o f the second 
incursion, m ore adap ted  to xeric conditions, differ only a t the subspecies 
level from  A siatic forms, which extend in a chain o f races as far east as 
B urm a. T he spread o f arid  steppe-like environm ents in Africa since the 
Pleistocene has clearly favoured colonization by A. similis, the secondary 
spread of w hich has largely avoided the savanna regions (M iom bo) ten 
an ted  by the descendants o f its earlier incursion into Africa (A. nyassae) 
and the grassed sum m its o f certain  hygric m ountains occupied by 
A. latistriatus subspp.

To sum m arize, recent research on pipits of the genus Anthus te rm in a t
ing in the adm ission of three additional species to the A frotropical avi
fauna, has also established th a t two of these are closely allied. Both are 
localized relicts of an  expansion into Africa by elem ents of ancien t E u r
asian  A. richardi stock. These in teresting  forms: A. latistriatus and the 
M ountain  P ipit A. hoeschi -  nest on rocky sum m it (alpine) grasslands of 
m ountains, and in one, three subspecies are recognisable. T he  second 
(hoeschi) is a spatially  d istan t sou thern  m onotypic isolate w ith a long
d istance post-breeding m igration, w hich, significantly, takes it back to 
the general area from which it is believed it initially radiated . In  exploit
ing the atypical alpine grassland niche (for birds of A. richardi stock) the 
pipits concerned contribu te  to a system  of altitud inally  zoned breeding 
ranges which ensures survival o f close congenerics in the face o f potential 
com petition. This last could conceivably be posed by, am ong others, A. 
cinnamomeus, an  expansionary and adaptive analogue evolved from m ore 
recent A. richardi stock.

T he th ird  newly recognised species is A. nyassae, which is an endem ic of 
the M iom bo savannas o f Africa, and is resident in such associations on 
m any m ountains on which alpine or sum m it grassland elem ents o f o ther 
species are present. Four subspecies of nyassae are adm itted . T his species 
is postu lated  as being descended from a prim al invasion of Africa by an 
ancestor of the contem porary  A. similis, and, being based on w oodland, is 
not in d irect com petition w ith races o f the latter, which m ay replace it in 
open grassland  on the sum m its of certain  m ountains. A . nyassae is seen as 
having adjusted  to living in a woodland environm ent in the face o f d is
ta n t clim atic and vegetational changes.
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