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The studies were carried out on the mesencephalons of adult guinea pigs. The
preparations were made by means of the Golgi technique, as well as the Nissl and
Kltver-Barrera methods. Four types of neurons were distinguished in the substan-
tia nigra (SN) of the guinea pig:

1.

Bipolar neurons of two kinds: the neurons of the first kind have elongated,
fusiform perikarya (25-40 um), whereas the cells of the second kind have
rounded and oval perikarya (15-22 um). These neurons possess two dendritic
trunks which arise from the opposite poles of the cell body and run for
a relatively long distance. The bipolar neurons are the most numerous in the
pars compacta of SN.

Triangular neurons with three primary dendrites arising conically from a perikary-
on (20-35 um). They are the most often observed type of neurons in the pars
reticulata of SN.

Multipolar neurons with quadrangular or oval perikarya (22—-35 um) and 4-5
dendritic trunks which spread out in all directions.

Pear-shaped neurons (perikarya 15-25 um), which have one or two primary
dendritic trunks arising from one pole of the cell body. In all the types of
neurons an axon originates either from the dendritic trunk or from the soma
and is observed only in its initial segment.
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INTRODUCTION
The substantia nigra is one of the major output struc-
tures to the basal ganglia. Numerous anatomical and
physiological studies have given evidence that sub-
stantia nigra creates dopaminergic projections to the
striatum [3,9,10,12,16,20,22,39,42] and non-dopa-
minergic projections to the tectum [5,11,12, 16,17,
25,27,49], which use GABA as a neurotransmitter
[11]. Substantia nigra is also known to give rise to
projections via the neurons of the pars reticulata of
SN to the thalamus [3,5,8,16,24,25,31] and to the
tegmentum [5,16]; some of them display GABA im-
munoreactivity [5,25]. In addition, more substantial

or discrete efferent connections with other centres
in the brain have been described [16,17]. On the
other hand major sources of afferent fibres of the
SN are the striatum and the globus pallidus
[1,4,16,18,26,32,36-39,41,42,45,48]. The striatoni-
gral and pallidonigral projection neurons have been
demonstrated to contain GABA[18,19,26,36,37,45]
and substance P [4,15,40] and they exert a very pow-
erful control over the output neurons of the sub-
stantia nigra [15,37]. Moreover, SN receives fibres
from the anterior and the posterio-lateral hypotha-
lamic area, the nuclei of amygdala, parafascicular
thalamic nucleus [16], tegmental cholinergic neu-
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rons [2,16], subthalamic nucleus [16,29,47], the
motor and premotor cortex [30] and from the sero-
tonergic neurons of the dorsal raphe nucleus
[18,28,46].

The neuronal morphology of the substantia nigra
was described in a few mammals: rat [7,23], bison
[43], and primates [13,34,35,50]. Some authors ob-
served also the cytoarchitecture and ultrastructure of
SN in mammals, for example: in kitten [33], rats
[18,21], opossum [27] and insectivorous species [14].
The aim of our study was to describe types of neu-
rons in the substantia nigra in the guinea pig.

MATERIAL AND METHODS

The studies were carried out on the mesencepha-
lons of six adult guinea pigs. Preparations were made
according to the Baginski and Golgi-Kopsch tech-
niques and stained by means of the Nissl or Klaver-
Barrera methods. The brains were cut into 60 um
and 10 um sections for the Golgi and Nissl methods
respectively (in frontal and sagittal planes). The mi-
croscopic images of selected, impregnated cells were
digitally recorded by means of camera that was cou-
pled with microscope and image processing system
(VIST-Wikom, Warsaw). From 50 to 100 such digital
microphotographs were taken at different focus lay-
ers of the section for each neuron. The computer-
ised reconstructions of microscopic images were
made on the basis of these series. First, the neurons
were not clarified to show the real microscopic im-
ages and then the neuropil was removed to clarify
the picture.

RESULTS
The following morphological criteria were taken into
account to categorise the neurons: the shape and size
of soma, distribution of tigroid substance, number and
arborisation of dendrites and location of axon. On the
basis of these criteria the following types of neurons
were distinguished in the substantia nigra:

Bipolar neurons (Fig. 1,2). They are the most of-
ten observed type of neurons in the pars compacta
of SN. As regards the shape and the size of the
perikarya, two kinds of bipolar neurons can be dis-
tinguished. The first one (Fig. 1) contains elongated,
fusiform perikarya which measure from 25 to 40 um
along the long axis whereas the second one (Fig. 2)
has rounded or oval perikarya measuring from 15 to
22 um. Generally, these neurons possess two den-
dritic trunks which emerge from the opposite poles
of the cell body (the third is sometimes observed to
arise directly from the soma). These dendrites have
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Figure 1. Bipolar neurons (the first kind of the bipolar neurons).
A) Non-clarified Golgi impregnation.

B) Clarified Golgi impregnation, ax — axon.

C) The Nissl stained soma.

a wavy course and run for a long distance; some of
them may be followed at the distance of about 600-
700 um within the same sagittal section. They di-
vide into quite long, thinner secondary dendrites
after 15-40 um of their route and once again at var-
ious distances from the perikaryon. Bead-like protu-
berances and varicosities are sporadically observed
on the secondary dendrites and their branches. Most
of the dendrites of the fusiform cells (sagittal plane)
run in a rostro-caudal direction and only some of
them have a tendency to direct dorso-ventrally. The
dendritic field has a stream-like form. The dendrites
of the rounded or oval cells usually have a dorso-
ventral course and show a dendritic field which is
oval in shape. It is possible to notice that some den-
drites from the pars compacta run into the pars re-
ticulata of SN. An axon arises from the initial por-
tion of the dendritic trunk or seldom directly from
the perikaryon, and takes a dorsal or an antero-dor-
sal course. An axon can be seen at the distance of
about 35-50 um. The fusiform cells have a large,
elongated and centrally located nucleus. The tigroid
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Figure 2. Bipolar neurons (the second kind of the bipolar neurons).
A) Non-clarified Golgi impregnation.

B) Clarified Golgi impregnation, ax — axon.

C) The Nissl stained soma.

substance has the form of thick and medium-size
granules which are concentrated at the poles of the
cell body and enter deeply into the initial portion of
the dendritic trunk. The rounded or oval cells have
a spherical, centrally localised nucleus and contain
medium-size granules of the tigroid substance, which
do not penetrate into the dendritic trunks.
Triangular neurons (Fig. 3). Their cell bodies mea-
sure from 20 to 35 um. They have 3 primary den-
drites which arise conically from a perikaryon. Most
of them bifurcate for the first time near the cell body,
and the second time at a different distance from
a perikaryon. In our material we also observed neu-
rons with dendrites that divide only once at the dis-
tance of about 70-100 um from a soma. Some den-
drites do not bifurcate but only give off collaterals.
The secondary and tertiary dendrites have a slightly
wavy course and may be observed for a relatively
long distance (400-500 um). These dendrites are
smooth along their whole extent but the secondary
dendrites and their branches are sometimes covered
with delicate varicosities. The dendrites run in ros-
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Figure 3.Triangular neurons.

A) Non-clarified Golgi impregnation.

B) Clarified Golgi impregnation, ax — axon.
C) The Nissl stained soma.

tral, caudal, ventro-caudal, and dorsal directions
causing the dendritic field to have a form of a three-
pointed star. An axon emerging directly from the
soma or from the proximal portion of the primary
dendrite takes a dorsal or ventral course. The trian-
gular cells have a centrally-located, large, spherical
nucleus and the coarse granules of the tigroid sub-
stance, which are densely packed in the neuroplas-
ma and deeply penetrate into the cones of the den-
dritic trunks. These neurons are the most often met
kind of neurons in the pars reticulata of SN.
Multipolar neurons (Fig. 4). The cell bodies are
mostly quadrangular (sometimes oval) in shape, and
measure from 22 to 35 um. From a soma there orig-
inate 4-5 thick dendritic trunks which spread out in
all directions. The primary dendrites divide usually
into secondary dendrites near the cell body after 15—
—30 um or rarely at the distance of about 50-80 um
from a perikaryon. The secondary dendrites sporad-
ically ramify into tertiary branches at various distanc-
es from the first bifurcation. The dendritic branches
have a slightly wavy course and may be followed at
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Figure 4. Multipolar neurons.

A) Non-clarified Golgi impregnation.

B) Clarified Golgi impregnation, ax — axon.
C) The Nissl stained soma.

the long distance of about 400-500 um. The den-
dritic trunks are smooth and they are devoid of pro-
tuberances, whereas the secondary and tertiary den-
drites have bead-like protuberances and varicosities.
The dendritic field is oval or round in shape. An axon
arises from the proximal part of the dendritic trunk
or from the soma, and usually directs dorsally. The
soma contains a large, round nucleus which is sur-
rounded by coarse granules of the tigroid substance.
They penetrate into the initial segments of the den-
dritic trunks. Both parts of the SN have a similar num-
ber of the multipolar neurons.

Pear-shaped neurons (Fig. 5). Their cell bodies
measure from 15 to 25 um. These neurons have one
or two dendritic trunks, which arise from one pole
of the cell body. The dendrites divide dichotomically
into secondary branches usually at the distance of
60-100 um from the perikarya. Some dendrites, es-
pecially the dendrites of the neurons which possess
only one dendritic trunk, bifurcate near the cell body
(after 10-30 um of their route). The secondary den-
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Figure 5. Pear-shaped neurons.

A) Non-clarified Golgi impregnation.

B) Clarified Golgi impregnation, ax — axon.
C) The Nissl stained soma.

drites may branch once again at a different distance
from the soma. The dendritic branches on their whole
length are smooth but they have moderately distrib-
uted varicosities and bead-like protuberances. The
dendrites are oriented dorsally or ventrally and the
dendritic tree has a fan-like shape. An axon usually
arises from the opposite side of the cell body, or rarely
from the initial portion of the dendritic trunk and
takes a rostro-dorsal direction. The neuroplasma
contains medium-size and thick granules of the ti-
groid substance which enter into the initial portion
of the dendritic trunks. The pear-shaped neurons are
more often observed in the pars compacta than in
the pars reticulata of SN.

DISCUSSION
In the substantia nigra of the guinea pig four distin-
guished types of neurons are present in the pars
compacta (PC) and in the pars reticulata (PR), but PC
is mainly made of the fusiform and pear-shaped neu-
rons, whereas the triangular neurons are the com-
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monest cell type observed in the pars reticulata. The
multipolar neurons are uniformly distributed in both
parts of SN. These bipolar, triangular, multipolar and
pear-shaped neurons of the guinea pig correspond
most probably to the large fusiform (type 1), small
and medium-sized triangular (type II), large and
medium-sized multipolar (type Ill) and small and
medium-sized pyriform and rounded neurons (type
IV), respectively, described in bison by Szteyn et al.
[43]. In general, these cells show similar shape of
cell bodies, number and arborisation of dendrites
and the dendritic fields. The neuronal structure of
SN was also investigated in primates [13,34,35,50],
rat [7,23] and kitten [33]. In the primates, Siddiqi
and Peters [35] distinguished three types of SN neu-
rons: large multipolar, medium-sized bipolar and
small multipolar neurons, but other authors [34,50]
described two types of nigral neurons: large and
small neurons. The cell bodies of these neurons
present a wide variety of shapes; they are fusiform,
pyramidal, triangular, polygonal, mitral or ovoid
[34,50]. In the rat SN, Juraska et al. [23] described
large, medium-sized and small neurons, but Danner
and Pfister [7] distinguished polygonal (spiny or as-
piny), fusiform and triangular neurons. These neu-
rons are considered to be nigral projection cells,
whereas small spherical, spindle-shaped and neuro-
glioform neurons are reported to be interneurons
[7]. The fusiform, triangular and multipolar neurons
of the guinea pig resemble the large neurons of the
primates [34,50] and also the medium-sized and
large fusiform, trigonal and polygonal neurons of
the rat [7,23], respectively. They may differ only in
details. The dendrites observed in our material have
usually a slightly wavy course and can even be seen
at the distance of 700 um (especially dendrites of
the bipolar neurons). Some authors [27,50] observed
dendrites of SN (in the opossum and in the primates)
at the distance of more than 1000 um. Most den-
drites of SN of the guinea pig have a rostro-caudal
or dorso-ventral direction, and only some dendrites
of the pars compacta neurons run downward into
the pars reticulata. This was also reported by Juras-
ka et al. in the rat [23] and by Schwyn and Fox [34]
in the primates. “The terms pars compacta and pars
reticulata, which are used to described regions of
SN, do not separate this nucleus into two regions
containing neurons belonging exclusively to the one
part or the other of SN” [34]. The pars reticulata
contains most of the receptive structures in the SN
and Schwyn and Fox [34] suggest that the pars re-
ticulata should be regarded as the plexiform layer,
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whereas the pars compacta as the ganglionic layer.
Due to the fact that in Golgi scraps the cytoarchitec-
tonic limit between the PC and PR is not visible [34],
Francois et al. separated these two subdivisions ac-
cording to the presence of the pigmented cell bod-
ies in the PC of the human and according to the
density of cell bodies observed after counterstain-
ing in macaques [13]. Many nigral neurons in rat
have dendritic varicosities, which are not found on
the thick dendritic trunks, but they are located slightly
further from the cell body [23], and in the primates
Schwyn and Fox [34] observed varicosities and occa-
sionally dendritic spines on the terminal portion of
dendrites. In the opossum Ma and Hazlett [27] de-
scribed neurons which were moderately spinous and
neurons which possess only sparsely spinous den-
drites. Some authors [23,33] observed more spines
on the soma and dendrites in the youngest animals
than have been reported in the adult [23,34]. Schw-
yn and Fox [34] as well as Phelps and Adinolfi [33]
came to the conclusion that most of these spines
observed in the SN newborn infant disappear dur-
ing the early stages of development. A significant
loss of dendritic spines and dendrites was also ob-
served in the human SN neurons, especially in the
oldest cases [6]. In our material no typical spines but
varicosities and bead-like protuberances were ob-
served, only on the secondary dendrites and their
branches. The absence or presence of the varicosi-
ties may result from the fact that the same dendrite
may receive differential input. Electron microscopic
studies [10, 26] indicate that pallidal terminals form
symmetric synaptic contacts with the perikarya and
proximal dendrites, whereas the striatal terminals
contact with the distal dendrites. These terminals
contain large synaptic vesicles of the type |1 [34]. Ac-
cording to some authors [23,35], large and medi-
um-sized neurons in the pars compacta contain
dopamine, and these cells are probably the origin of
the dopaminergic nigro-neostriatal tract [23]. On the
other hand the triangular, multipolar, fusiform and
oval perikarya of the pars reticulata are the source
of the nigrostriatal projections [10].

In the guinea pig in all types of neurons an axon
arises either from the soma or from the initial por-
tion of the dendritic trunk and in all the types of
neurons usually takes a dorsal or rostro-dorsal di-
rection. Sometimes, especially in the triangular neu-
rons, an axon may run in a ventral direction. The
same observations were reported by Juraska et al.
[23] in rat. In our material an axon is impregnated
only in its initial segment. This fact corresponds to
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the results presented by Schwyn and Fox [34] in the
primates. In guinea pig no collaterals were seen to
arise from an axon, contrary to the results present-
ed by Juraska et al. [23] and Yelnik et al. [50]. The
results of our paper indicate that in various species
of mammals in SN obvious differences are present.
The greatest number of similarities in the neuronal
structure of SN exist between SN of rats and guinea
pigs, which may result from the fact that these mam-
mals belong to the same order.

REFERENCES

Bolam JP, Somogyi P, Totterdell S, Smith AD (1981) A
second type of striatonigral neuron: a comparison
between retrogradely labelled and Golgi-stained neu-
rons at the light and electron microscopic levels. Neu-
roscience, 6: 2141-2157.

Bolam JP, Francis CM, Henderson Z (1991) Cholinergic
input to dopaminergic neurons in the substantia ni-
gra: a double immunocytochemical study. Neuro-
science, 41: 483-494.

Carpenter MB (1982) Anatomy and physiology of the
basal ganglia. Schaltenbrand G, Walker AE, Hassler R,
Narabayashi H, Riechert T. Stereotaxy of the Human
Brain. Anatomical, Physiological and Clinical Applica-
tions. 2nd ed. George Thieme Verlag. Stuttgart, New
York. 233-262.

Chang HT (1988) Substance P-dopamine relationship
in the rat substantia nigra: a light and electron mi-
croscopy study of double immunocytochemically la-
beled materials. Brain Res, 448: 391-396.

Childs JA, Gale K (1983) Neurochemical evidence for a
nigrotegmental GABAergic projection. Brain Res, 258:
109-114.

Cruz-Sanchez FF, Cardozo A, Tolosa E (1995) Neuronal
changes in the substantia nigra with aging: a Golgi
study. J Neuropathol Exp Neurol, 54: 74-81.

Danner H, Pfister C (1982) Sieben neurontypen in der
Substantia nigra der Ratte. Eine Golgi-rapid-imprég-
nationsstudie. J Hirnforsch, 23: 553-566.

Deniau JM, Hammond C, Féger J, Albe-Fessard D (1979)
Substantia nigra efferent connections. Appl Neuro-
physiol, 42: 65-68.

Deutch AY, Goldstein M, Royh RH (1986) The ascend-
ing projections of the dopaminergic neurons of the
substantia nigra, zona reticulata: a combined retro-
grade tracer-immunohistochemical study. Neurosc Let-
ters, 71: 257-263.

. Druga R, (1988) Projections from the substantia nigra

(pars reticulata) to the rostral part of the rat striatum. A
horseradish peroxidase study. Folia Morphol, 36: 42-46.

. Ficalora AS, Mize RR (1989) The neurons of the sub-

stantia nigra and zona incerta which project to the
cat superior colliculus are GABA immunoreactive: a
double-label study using GABA immunocytochemis-
try and lectin retrograde transport. Neuroscience, 29:
567-581.

. Francois C, Percheron G, Yelnik J (1984) Localization

of nigrostriatal, nigrothalamic and nigtotectal neurons

276

13.

14.

15.

16.

17.

18.

19.

20.

21.

22.

23.

24,

25.

26.

27.

28.

in ventricular coordinates in macaques. Neuroscience,
13: 61-76.

Francois C, Yelnik J, Percheron G (1987) Golgi study of
the primate substantia nigra Il. Spatial organization
of dendritic arborizations in relation to the cytoarchi-
tectonic boundaries and to the striatonigral bundle. J
Comp Neur, 265: 473-493.

Galert D (1985) Morphology and topography of the
substantia nigra in insectivora. Folia Morphol, 44:186-
193.

Garant DG, ladarola MJ, gale K (1986) Substance P
antagonists in substantia nigra are anticonvulsant.
Brain Res, 382: 372-378.

Gerfen CR, Staines WA, Arbuthnott GW, Fibiger HC
(1982) Crossed connections of the substantia nigra in
the rat. J Comp Neur, 207: 283-303.

Giolli RA, Blanks RHI, Torigoe Y, Williams DD (1985) Pro-
jections of medial terminal accessory optic nucleus, ven-
tral tegmental nuclei, and substantia nigra of rabbit and
rat as studied by retrograde axonal transport of horse-
radish peroxidase. J Comp Neurol, 232: 99-116.
Hajdu F, Hassler R, Bak IJ (1973) Electron microscopic
study of the substantia nigra and the strio-nigral pro-
jection in the rat. Z Zellforsch, 146: 207-221.
Holstein GR, Pasik P, Hdmori J (1986) Synapses between
GABA-immunoreactive axonal and dendritic elements in
monkey substantia nigra. Neurosci Lett, 66: 316-322.
Hontanilla B, Heras S, Giménez-Amaya JM (1994) Or-
ganization of the striatal projections from the rostral
caudate nucleus to the globus pallidus, the entope-
duncular nucleus, and the pars reticulata of the sub-
stantia nigra in the cat. Anat Rec, 238: 114-124.
Jaeger CB (1985) Cytoarchitectonics of substantia ni-
gra grafts: a light and electron microscopic study of
immunocytochemically identified dopaminergic neurons
and fibrous astrocytes. J Comp Neurol, 231: 121-135.
Jimenez-Castellanos J, Graybiel AM (1989) Evidence
that histochemically distinct zones of the primate sub-
stantia nigra pars compacta are related to patterned
distributions of nigrostriatal projection neurons and
striatonigral fibres. Exp Brain Res, 74: 227-238.
Juraska JM, Wilson CJ, Groves PM (1977) The substan-
tia nigra of the rat: a Golgi study. J Comp Neurol, 172:
585-600.

Kaelber WW, Afifi AK (1979) Efferent connections of
the pars lateralis of the substantia nigra (SNL). J Anat,
129: 405-412.

Kemel ML, Desban M, Gauchy C, Glowinski J, Besson
MJ (1988) Topographical organization of efferent pro-
jections from the cat substantia nigra pars reticulata.
Brain Res, 455: 307-323.

Krosigk M, Smith Y, Bolam JP, Smith AD (1992) Synaptic
organization of GABAergic inputs from the striatum and
the globus pallidus onto neurons in the substantia ni-
gra and retrorubal field which project to the medullary
reticular formation. Neuroscience, 50: 531-549.

Ma TP, Hazlett JC (1995) Cytoarchitecture of the sub-
stantia nigra pars lateralis in the opossum (Didelphis
virginiana): a correlated light and electron microscop-
ic study. Anat Rec, 241: 563-578.

Mori S, Matsuura T, Takino T, Sano Y (1987) Light and
electron microscopic immunohistochemical studies of



29.

30.

31.

32.

33.

34.

35.

36.

37.

38.

39.

Krystyna Bogus-Nowakowska et al., The neuronal structure of the substantia nigra in the guinea pig

serotonin nerve fibres in the substantia nigra of the
rat, cat and monkey. Anat Embryol, 176: 13-18.
Nauta HJW, Cole M (1978) Efferent projections of the
subthalamic nucleus: an autoradiographic study in
monkey and cat. J Comp Neurol, 180: 1-16.

Nitsch C, Mews K, Wagner A, Hassler R (1984) Ef-
fects of frontal motor cortex ablation on the ultra-
structure of cat substantia nigra. Acta Anat, 119:
193-202.

Parent A, Mackey A, Smith Y, Boucher R (1983) The
output organization of the substantia nigra in the pri-
mate as revealed by a retrograde double labeling meth-
od. Brain Res Bull, 10: 529-537.

Parent A, Bouchard C, Smith Y (1984) The striatopal-
lidal projections: two distinct fiber systems in primate.
Brain Res, 303: 385-390.

Phelps PE, Adinolfi AM (1982) The postnatal develop-
ment of the substantia nigra: a light and electron mi-
croscopy study. J Comp Neurol 209: 123-138.
Schwyn RC, Fox CA (1974) The primate substantia ni-
gra: a Golgi and electron microscopic study. J Hirnfor-
sch,15: 95-126.

Siddiqi ZA, Peters A (1999) The effect of aging on pars
compacta of the substantia nigra in rhesus monkey. J
Neuropathol Exp Neurol, 58: 903-920.

Smith Y, Bolam JP (1989) Neurons of the substantia
nigra reticulata receive a dense GABA-containing in-
put from the globus pallidus in the rat. Brain Res, 493:
160-167.

Smith Y, Bolam JP (1990) The output neurons and the
dopaminergic neurons of the substantia nigra receive
a GABA-containing input from the globus pallidus in
the rat. J Comp Neurol 296: 47-64.

Smith Y, Bolam JP (1991) Convergence of synaptic in-
puts from the striatum and the globus pallidus onto
identified nigrocollicular cells in the rat: a double an-
terograde labelling study. Neuroscience, 44: 45-73.
Somogoyi P, Bolam JP, Totterdell S, Smith AD (1981)
Monosynaptic input from the nucleus accumbens-ven-
tral striatum region to retrogradely labelled nigrostri-
atal neurons. Brain Res, 217: 245-263.

277

40.

41.

42.

43.

a4,

45,

46.

47.

48.

49.

50.

Somogoyi P, Priestley JV, Cuello AC, Smith AD, Bolam
JP (1982) Synaptic connections of substance P-immu-
noreactive nerve terminals in the substantia nigra of
the rat. Cell Tissue Res, 223: 469-486.

Staines WA, Fibiger HC (1984) Collateral projections
of neurons of the rat globus pallidus to the striatum
and substantia nigra. Exp Brain Res, 56: 217-220.
Szabo J (1979) Strionigral and nigrostriatal connec-
tions. Appl Neurophysiol, 42: 9-12.

Szteyn S, Robak A, Réwniak M (1995) Neurons of the
substantia nigra in the European bison. Folia Morphol,
54:209-218.

Tokuno H, Moriizumi T, Kudo M, Nakamura Y (1988) A
morphological evidence for monosynaptic projections
from the nucleus tegmenti pedunculopontinus pars
compacta (TPC) to nigrostriatal projection neurons.
Neurosci Lett, 85: 1-4.

van den Pol AN, Smith AD, Powell JF (1985) GABA ax-
ons in synaptic contact with dopamine neurons in the
substantia nigra: double immunocytochemistry with
biotin-peroxidase and protein A-colloidal gold. Brain
Res, 348: 146-154.

van der Kooy D, Hattori T (1980) Dorsal raphe cells
with collateral projections to the caudate-putamen and
substantia nigra: a fluorescent retrograde double la-
beling study in the rat. Brain Res, 186: 1-7.

van der Kooy D, Hattori T (1980) Single subthalamic
nucleus project to both the globus pallidus and sub-
stantia nigra in rat. J Comp Neurol, 192: 751-768.
Yamamoto T, Staines WA, Dewar K, Geiger JD, Daddona
PE, Nagy JI (1988) Distinct adenosine deaminase-con-
taining inputs to the substantia nigra from the striatum
and tuberomammillary nucleus. Brain Res, 474: 112-124.
Yasui Y, Nakano K, Kayahara T, Mizuno N (1991) Non-
dopaminergic projections from the substantia nigra
pars lateralis to the inferior colliculus in the rat. Brain
Res, 559: 139-144.

Yelnik J, Francois C, Percheron G, Heyner S (1987) Gol-
gi study of the primate substantia nigra I. Quantita-
tive morphology and typology of nigral neurons.
J Comp Neurol, 265: 455-472.



