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TOP ICAL REVIEW

Visual pathways and psychophysical channels
in the primate

Barry B. Lee

SUNY College of Optometry, New York, NY, USA and Max Planck Institute for Biophysical Chemistry, Göttingen, Germany

The main cell systems of the retina that provide input to the striate cortex are now well described,
although certain aspects of their anatomy and physiology remain contentious. Under simple
stimulus conditions and in a threshold context psychophysical performance can often be assigned
to one or other of these systems, and an identification of psychophysical channels with afferent
pathways is justifiable. However, results from psychophysical studies using more complex stimulus
conditions are more difficult to relate to ‘front end’ channels, and it is more difficult to separate the
physiological contributions of afferent pathways from those of cortical mechanisms, in particular
the separation of dorsal and ventral streams.
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Introduction

General features of the anatomy and physiology of
the visual pathways of the primate have become well
established in past decades (see Lee & Dacey, 1997;
Dacey, 1999, 2000; Lee, 2004 for reviews). This over-
view first briefly summarises standard views of the retinal
anatomy of these afferent pathways, and some of their
physiological properties. It mentions issues that are still
unclear. In the second section these pathways are discussed
in a psychophysical context. There is much classical
evidence for the presence of psychophysical channels for
colour and luminance under threshold conditions, which
may map closely onto the different pathways originating
in the retina. However, psychophysical performance in
more complex visual contexts, such as natural scenes,
now receives much attention and in such contexts these
pathways relation to function is much less clear; it may
be difficult to distinguish between properties of afferent
pathways and those of central mechanisms.

Basic retinal structure in the primate

Figure 1 summarises Old-World primate retinal anatomy;
the standard pattern of connectivity of receptor to bipolar
cell to ganglion cell within the eye is outlined in Fig. 1A,
and in the Nissl-stained section in Fig. 1B the laminar
retinal structure is evident. Figure 1C provides a cartoon of
retinal wiring, focusing on the three main cell systems that
project to cortex through the lateral geniculate nucleus. A

more detailed description of primate retinal anatomy can
be found elsewhere (Lee et al. 2010).

The cell systems providing the main input to the LGN
are (from the top) the magnocellular (MC) pathway, which
begins in parasol ganglion cells and projects to the striate
cortex through the magnocellular layers of the lateral
geniculate nucleus (LGN). There exist on- and off-centre
cell types, each receiving input from various classes of
diffuse bipolar. These diffuse bipolars almost entirely avoid
input from short-wavelength (S) cones (Lee & Grünert,
2007). Input from medium- and long-wavelength (M and
L) cones is thought to be derived at random from the
underlying cone matrix. These cells have high achromatic
contrast sensitivity, and very transient responses.

The second system is the parvocellular (PC) pathway
beginning in the midget system. Midget ganglion cell
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anatomy strongly suggests that a single cone provides
input to the centre through the one-to-one connectivity
by which a single cone (in and near the fovea) provides
input to a single midget bipolar cell which in turn contacts
a single midget ganglion cell (Boycott & Dowling, 1969).
Again, on- and off-centre varieties are present. Midget
ganglion cells project to the PC layers of the LGN and
thence to striate cortex. They display either M–L or L–M
cone opponency, being excited by short and inhibited by
long wavelengths or vice versa; they respond strongly to
red–green chromatic modulation in a sustained manner
and weakly to achromatic targets. In the sketch of Fig. 1C,
these neurones are portrayed with red and green stripes;
this reflects the fact that neighbouring ganglion cells may
receive centre input from either an M- or L-cone and
thus have opposite chromatic properties. This mixture of
function within a single ganglion cell class of the same
mosaic is unusual.

Lastly, S-cones provide input to several ganglion cell
classes, of which the best described is the small bistratified
cell (Dacey & Lee, 1994; Crook et al. 2009). Excitatory

(on) input is provided from S-cones by the S-cone bipolar
and off input from the M- and L-cones mostly through
diffuse bipolars, giving +blue–yellow (B–Y) responses.
There are other cells with S-cone input, and at least
one has inhibitory input from the S-cones. Their retinal
connectivity remains uncertain but the class is well
established from LGN recordings (Derrington et al. 1984;
Valberg et al. 1986; Szmajda et al. 2006). These cell classes
project to the koniocellular layers of the LGN (Tailby
et al. 2008). Responses to blue–yellow modulation are
strong and sustained with little response to achromatic
modulation.

These three cell groups may relate to luminance and
chromatic channels demonstrated psychophysically. How
far this assumption is justified, is summarized in a
subsequent section.

Issues of interest

The previous section presents a textbook view, but several
unresolved issues have important functional implications.

Figure 1. A standard view of primate retinal structure
A, a view of the eye; the sketch of primate retinal wiring in C appears complex but is made up of standard
retinal elements: receptors, bipolar and ganglion cells as indicated. The lamina structure of the primate retina is
clearly delineated in B (scale bar 50 μm). C shows a sketch of primate retinal wiring. Each pathway conforms to
the standard pattern (A), with receptors connected to bipolar cells to ganglion cells. The three main pathways
sketched (parasol, midget and blue-yellow) are those providing the major input to striate cortex. Photomicrograph
kindly provided by U. Grünert.
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This section briefly points out some that have received
recent attention.

Parasol ganglion cells. Dendritic trees cover a field six to
eight cones across in the central retina; this is smaller than
often assumed in the psychophysical literature. Measured
centre sizes for midget and parasol ganglion cells are quite
similar (Lee, 2004). Central parasol cells in the macaque
are estimated to respond to 20–30 cycles deg−1 (cpd), close
to the resolution limit for this species.

Parasol cells show a response minimum with equal
luminance modulation (see below) but there is a residual
response at twice the modulation frequency (Lee et al.
1989). This may be related to the effects of chromatic
motion on luminance motion mechanisms (Cavanagh &
Favreau, 1985; Mullen et al. 2003; Lee & Sun, 2009).

Recent recordings from arrays of parasol cells have
indicated that there may be some degree of correlation of
their activities (Shlens et al. 2006). Since parasol ganglion
cells are implicated in the hyperacuities (Lee et al. 1994;
Rüttiger et al. 2002), how these correlations may affect fine
spatial processing is an interesting unresolved question.

Midget ganglion cells. The anatomy suggests that the
centres of midget ganglion cells near the fovea are derived
from a single cone. In most ganglion cells, centre diameter
is defined by the spatial extent of the dendritic tree (Wässle
et al. 1981), but midget ganglion cells are thus an exception
to this rule. Measured receptive field centre sizes are much
larger than expected on the basis of a single cone centre in
the central retina. The reasons for this are probably partly
optical (since the point spread function is larger than a
single cone), but some measurements using interference
fringes (McMahon et al. 2000) and adaptive optics (Sincich
et al. 2009) have indicated a more complex picture. If this
is so, current views of midget connectivity may have to be
revised.

A second issue concerns the degree of specificity of
connectivity in this pathway. Trichromatic colour vision is
found only in primates among mammals. It evolved close
to the beginning of primate evolution (Mollon, 1991).
Although the blue–yellow system is phylogenetically
ancient, the new red–green system presumably took
over some existing cell class (Shapley & Perry, 1986;
Wässle & Boycott, 1991). A centre derived from a single
cone automatically confers cone specificity on the centre
and some degree of red–green cone opponency, but
whether or not surrounds are cone selective has generated
much debate, with no clear conclusion (Lennie et al.
1991; Reid & Shapley, 1992, 2002). On evolution of
this pathway, presumably surrounds were non-specific,
but any selectivity would increase the strength of the
chromatic signal (Lee, 2008), so some intermediate degree
of specificity is plausible. A related question is cone specific

connectivity in the retinal periphery. Midget morphology
changes in peripheral retina. Although the one-to-one
connection between cones and midget bipolar cells is
maintained to high eccentricity, convergence of midget
bipolar cells onto midget ganglion cells becomes
pronounced (Boycott & Dowling, 1969). Nevertheless,
strongly cone opponent responses are maintained in a
substantial percentage of cells in the mid-periphery
(Martin et al. 2001; Solomon et al. 2005), implying
some selectivity in this convergence; there is no known
anatomical substrate for this.

The blue–yellow pathway. Physiology of the small
bistratified cell is now well described (Crook et al.
2009). Other cell classes are less well defined; in
particular the blue-off/yellow-on cell is less well under-
stood (Dacey et al. 2002). There is also an additional
blue-on/yellow-off class (Dacey & Packer, 2003), and the
functional relationship between these two classes with
apparently similar chromatic properties is obscure. Lastly,
the photosensitive, melanopsin-containing ganglion cell
also receives S-cone input (Dacey et al. 2005).

Visual pathways and channels

Beginning with Barlow and others (Barlow & Levick,
1969; Barlow, 1972), there have been attempts to
rigorously link retinal physiology and psychophysical
performance. In primate vision, there was early evidence
for independent luminance and chromatic channels
with different temporal properties (Kelly & Norren,
1977). A luminance channel was thought to underlie
psychophysical performance on photometric tasks, such as
heterochromatic flicker photometry (HFP) and the mini-
mally distinct border (MDB). There is strong evidence
that the MC pathway provides a physiological substrate
for these tasks (Lee et al. 1988; Kaiser et al. 1990). The
recent suggestion (Chatterjee & Callaway, 2002) that the
MC pathway has significant S-cone input (which does
not contribute to luminance) has been refuted (Sun
et al. 2006). Also, psychophysical detection of luminance
modulation (flicker) closely matches the properties of
this pathway (Lee et al. 1990, 2007). On the other hand,
detection of chromatic changes in a S-, M- and L-cone
space can be partitioned into detection by S-cone or |M-L|
cone mechanisms (Cole et al. 1993) and it is plausible that
these map onto the S-cone-driven ganglion cells and the
|M-L| cells of the PC pathway.

It is remarkable that psychophysical performance at
threshold is constrained at a retinal level. There are a lot of
synapses between the retina and a behavioural response,
yet links between retinal physiology and psychophysics
can be robust; the ‘nothing mucks it up’ principle (Teller,
1980).
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However, there are a number of complications to this
simple picture. Firstly, grating acuity (Pokorny et al. 1968)
and the hyperacuities (Morgan & Aiba, 1985; Rüttiger
& Lee, 2000) demonstrate a luminance-like spectral
sensitivity. It has been proposed that the |M-L| cone
opponent pathways does ‘double duty’ and, though under-
lying red–green vision at low spatial frequencies, at high
spatial frequencies it underlies achromatic spatial vision
(Ingling & Martinez-Uriegas, 1983; Lennie & D’Zmura,
1988). This view originated with the observations of
Wiesel and Hubel (1966) that PC pathway cells in the LGN
displayed centre-surround structure, and so large-field
stimuli evoked |M-L| cone opponent responses while
opponency is less with small targets. The alternative is
that the MC pathway supports an achromatic channel of
spatial vision, a view at first discounted since MC pathway
cells were thought to have large centres and thus poor
acuity (de Monasterio & Gouras, 1975). As noted above,
however, recent data have shown that the difference in
centre size is much smaller than first thought. This issue
is beyond the scope of this brief review.

A peculiarity in the link between ganglion cell physio-
logy and psychophysical performance is that chromatic
pathways (S-cone and |M-L|) give responses to stimuli
that are not perceived. Figure 2 shows three conditions
for which this is the case. In Fig. 2A the temporal
frequency tuning of |M-L| ganglion cells to red–green
chromatic modulation is compared to psychophysical
sensitivity to similar stimuli. Psychophysical sensitivity
falls off above 4 Hz and above 10–12 Hz the chromatic

alternation cannot be seen. Yet ganglion cells respond
vigorously to at least 30 Hz. A similar result holds
for blue–yellow modulation and S-cone cells. Figure 2B
shows another example; chromatic sensitivity to red–green
modulation decreases rapidly with eccentricity, even with
appropriately scaled stimuli, well before the one-to-one
midget connectivity is lost. Midget ganglion cells
at equivalent eccentricities have red–green chromatic
sensitivity comparable to cells near the fovea. Lastly,
grating visual resolution is higher with luminance gratings
than with red–green equiluminant gratings (Mullen,
1985). However, resolution of PC pathways is similar to
both grating types; independent of grating type, visual
resolution is largely determined by centre size (Peichl &
Wassle, 1979). Figure 2C is an example from the parafovea
in which responses to both types of grating cut off near
10 cpd. This is much higher than parafoveal chromatic
grating acuity. Again, it appears that central sites do not
utilize a PC pathway signal. All these effects indicate that
some aspects of the retinal signal are not utilized cortically,
which substantially complicates the task of linking retinal
physiology with psychophysical performance.

Distribution of function between the PC and MC
pathways is often considered in terms of their spatial
and temporal properties complementing one another to
cover a broader range of frequencies than either alone
(Kulikowski & Tolhurst, 1973; Silveira, 1996). Part of this
distinction rests on the fact that PC pathway cells (and
S-cone cells) show very sustained responses. This can
provide information about brightness and chromaticity

Figure 2. Three examples in which retinal signals are not perceptually utilized
A, temporal frequency tuning for red–green modulation in psychophysics and PC pathway retinal ganglion cells,
replotted from Lee et al. (2007 with permission from ARVO as the copyright holder). Psychophysical sensitivity
(derived from Swanson et al. (1987)) and converted to cone contrast sensitivity. Physiological data are based on
cell firing rates required to reach a response criterion. B, psychophysical and PC pathway sensitivity as a function
of retinal eccentricity. Replotted from Martin et al. (2001). C, PC cell (+M-L cell, 4.8 deg eccentricity) responsivity
to luminance (40% contrast) and red–green chromatic (100% modulation contrast) gratings (2 Hz drift rate) as a
function of spatial frequency. Visual resolution is similar for both conditions.
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of object surfaces; it is possible to derive psychological
scaling of colour and brightness based on the activities
of these neurons (Valberg & Seim, 1991). This differs
somewhat from the textbook view of ganglion cell
receptive fields as contrast or edge detectors, based on
their centre–surround structure. A simple view of how PC
and MC pathways deliver spatially distinct signals with
complex patterns (in this case, colour Mondrians) was
provided by Nothdurft and Lee (1982). Object boundaries
derive from both luminance and colour, but shadows and
shading tend to make chromatic properties more reliable
indicators of material boundaries than luminance changes
(Switkes et al. 1988; Kingdom et al. 2004). Algorithms for
visual segmentation have found determination of surface
characteristics (including chromatic properties) a useful
approach (Li & Lennie, 2001; Maxwell et al. 2008).

There is now abundant evidence that colour in complex
scenes provides a wealth of information about texture,
structure and depth (see Shevell & Kingdom (2008) for a
review from a psychophysical perspective). These data are
sometimes difficult to relate to the apparent segregation of
chromatic and luminance signals in the afferent pathways
and in simple psychophysical detection tasks. Neuro-
physiologically, beginning in area 17 (Lennie et al. 1990),
neurons are found which show chromatic properties inter-
mediate between the characteristic chromatic signatures
of the PC and KC pathways; also many neurons receive
combined PC and MC input (Johnson et al. 2004).
Given certain assumptions, linear combination of different
pathways in cortex need not invalidate the ‘nothing
mucks it up’ principle cited earlier, where psychophysical
thresholds to simple stimuli map closely onto the
properties of retinal neurons (or onto the cardinal axes
of colour space; Krauskopf et al. 1982; Derrington et al.
1984). However, complex stimulus configurations appear
to reveal ‘higher order’ chromatic mechanisms that might
be generated at a cortical level (Krauskopf et al. 1986; Li
& Lennie, 1997) but interpretation of these data is not
straightforward (Eskew, 2009).

Nevertheless, complex spatial processing such as texture
segmentation and pop-out can be based on chromatic
cues; as pointed out by Shevell and Kingdom (2008),
congruent (and incongruent) changes in luminance and
chromaticity are an implicit aspect of normal viewing.
For example, binocular vision, as a hyperacuity based
on disparity, may be impaired with isoluminant patterns
(Livingstone & Hubel, 1987), but binocular depth can
readily be achieved with chromatic cues (Kingdom, 2003;
Zaidi & Li, 2006). Various aspects of complex spatial
processing may differentially rely on afferent pathways,
but also psychophysical performance is likely to be heavily
dependent on the separation of information in different
cortical streams (see below). There have been numerous
recent attempts to define cortical cells’ properties in these
complex contexts (e.g. Nothdurft et al. 1999; Roe et al.

2005), although links between physiology and behaviour
tend to be less robust in the cortex than at earlier stages in
the visual pathway.

Concluding remarks

The identification of psychophysical luminance and
chromatic channels with afferent visual pathways may
remain valid for simple detection tasks, but in more
complex spatial contexts the way in which central pathways
handle afferent input make such correlations less clear.
In particular, dorsal (parietal) and ventral (temporal)
processing streams with different functional properties
receive differential input, with dorsal pathways dominated
by the MC pathway and the ventral pathway receiving both
luminance and chromatic input (Merigan & Maunsell,
1993). This ventral pathway processing must involve
mechanisms that both assess surface chromatic properties
of objects as well as using such information in spatial
contexts; whether there are different mechanisms for these
two functions, or whether they are two aspects of a
unitary mechanism is obscure. Relating psychophysical
performance to retinal mechanisms will be complicated
by physiological properties of different cortical areas. For
example, recent functional magnetic resonance imaging
(fMRI) measurements suggest the V4 complex may
have a sluggish temporal response (Liu & Wandell,
2005), perhaps related to the filtering of high temporal
frequency chromatic information mentioned above. On
the other hand, higher temporal frequency signals in the
dorsal, motion systems appear better preserved. Lastly,
the spectral sensitivities of chromatic mechanisms in
detection tasks map closely onto that expected of retinal
mechanism, but are inconsistent with psychophysical
unique hues. This has been termed ‘one of the central
mysteries of colour science’ (Mollon & Jordan, 1997) and
is a further indication that cortical processing may modify
afferent input in unexpected ways.

References

Barlow HB (1972). Single units and sensation: a neuron
doctrine for perceptual psychology? Perception 1, 371–394.

Barlow HB & Levick WR (1969). Three factors limiting the
reliable detection of light by retinal ganglion cells of the cat. J
Physiol 200, 1–24.

Boycott BB & Dowling JE (1969). Organization of the primate
retina: light microscopy. Philos Trans R Soc Lond B Biol Sci
255, 109–184.

Cavanagh P & Favreau O (1985). Color and luminance share a
common motion pathway. Vision Res 25, 1595–1601.

Chatterjee S & Callaway EM (2002). S cone contributions to the
magnocellular visual pathway in macaque monkey. Neuron
35, 1135–1146.

C© 2010 The Author. Journal compilation C© 2010 The Physiological Society



46 B. B. Lee J Physiol 589.1

Cole GR, Hine T & McIlhagga W (1993). Detection
mechanisms in L-, M- and S-cone contrast space. J Opt Soc
Am A 10, 38–51.

Crook JD, Davenport CM, Peterson BB, Packer OS, Detwiler
PB & Dacey DM (2009). Parallel ON and OFF cone bipolar
inputs establish spatially coextensive receptive field structure
of blue-yellow ganglion cells in primate retina. J Neurosci 29,
8372–8387.

Dacey DM (1999). Primate retina: cell types, circuits and color
opponency. Prog Retin Eye Res 18, 737–763.

Dacey DM (2000). Parallel pathways for spectral coding in
primate retina. Ann Rev Neurosci 23, 743–775.

Dacey DM & Lee BB (1994). The blue-ON opponent pathway
in primate retina originates from a distinct bistratified
ganglion cell type. Nature 367, 731–735.

Dacey DM, Liao HW, Peterson BB, Robinson FR, Smith VC,
Pokorny J, Yau KW & Gamlin PD (2005).
Melanopsin-expressing ganglion cells in primate retina
signal colour and irradiance and project to the LGN. Nature
433, 749–754.

Dacey DM & Packer OS (2003). Colour coding in primate
retina: diverse cell types and cone specific circuitry. Curr
Opin Neurobiol 13, 421–427.

Dacey DM, Peterson BB & Robinson FR (2002). Identification
of an S-cone opponent OFF pathway in the macaque retina:
morphology, physiology and possible circuitry. Inv
Ophthalmol Vis Sci 43, E-Abstract 2983.

de Monasterio FM & Gouras P (1975). Functional properties of
ganglion cells of the rhesus monkey retina. J Physiol 251,
167–195.

Derrington AM, Krauskopf J & Lennie P (1984). Chromatic
mechanisms in lateral geniculate nucleus of macaque. J
Physiol 357, 241–265.

Eskew RH (2009). Higher order color mechanisms: a critical
review. Vision Res 49, 2686–2704.

Ingling CR & Martinez-Uriegas E (1983). The spatio-chromatic
signal of the r-g channel. In Colour Vision; Physiology and
Psychophysics, ed. Mollon J & Sharpe LT. Academic Press,
London.

Johnson EN, Hawken MJ & Shapley R (2004). Cone inputs in
macaque primary visual cortex. J Neurophysiol 91,
2501–2514.

Kaiser PK, Lee BB, Martin PR & Valberg A (1990). The
physiological basis of the minimally distinct border
demonstrated in the ganglion cells of the macaque retina. J
Physiol 422, 153–183.

Kelly DH & Norren Dv (1977). Two-band model of
heterochromatic flicker. J Opt Soc Am 67, 1081–1091.

Kingdom FAA (2003). Color brings relief to human vision. Nat
Neurosci 6, 641–644.

Kingdom FAA, Beauce C & Hunter L (2004). Colour vision
brings clarity to shadows. Perception 33, 907–914.

Krauskopf J, Williams DR & Heeley DW (1982). Cardinal
directions in color space. Vision Res 22, 1123–1131.

Krauskopf J, Williams DR, Mandler MB & Brown AM (1986).
Higher order color mechanisms. Vision Res 26, 23–32.

Kulikowski JJ & Tolhurst DJ (1973). Psychophysical evidence
for sustained and transient detectors in human vision. J
Physiol 232, 149–162.

Lee BB (2004). Paths to color in the retina. Clin Exptl Optom
87, 239–248.

Lee BB (2008). Neural models and physiological reality. Vis
Neurosci 25, 231–241.

Lee BB & Dacey DM (1997). Structure and function in primate
retina. In Color Vision Deficiencies XIII , ed. Cavonius CR,
pp. 107–118. Kluwer, Dordrecht, Holland.

Lee BB, Martin PR & Grünert U (2010). Retinal connectivity
and vision. Progress in Retinal Research In Press.

Lee BB, Martin PR & Valberg A (1988). The physiological basis
of heterochromatic flicker photometry demonstrated in the
ganglion cells of the macaque retina. J Physiol 404, 323–347.

Lee BB, Martin PR & Valberg A (1989). Nonlinear summation
of M- and L-cone inputs to phasic retinal ganglion cells of
the macaque. J Neurosci 9, 1433–1442.

Lee BB, Pokorny J, Smith VC, Martin PR & Valberg A (1990).
Luminance and chromatic modulation sensitivity of
macaque ganglion cells and human observers. J Opt Soc Am
A 7, 2223–2236.

Lee BB & Sun H (2009). The chromatic input to cells of the
magnocellular pathway of primates. J Vision 9,
151–158.

Lee BB, Sun H & Zucchini W (2007). The temporal properties
of the response of macaque ganglion cells and central
mechanisms of flicker detection. J Vision 7, 11–16.

Lee BB, Wehrhahn C, Westheimer G & Kremers J (1994). The
spatial precision of macaque ganglion cell responses and
Vernier acuity. Inv Ophthalmol Vis Sci Suppl 35, 2064.

Lee SC & Grünert U (2007). Connections of diffuse bipolar
cells in primate retina are biased against S-cones. J Comp
Neurol 502, 126–140.

Lennie P & D’Zmura MD (1988). Mechanisms of color vision.
http://www.ncbi.nlm.nih.gov/pubmed/3048707 Crit Rev
Neurobiol 3, 333–400.

Lennie P, Haake PW & Williams DR (1991). The design of
chromatically opponent receptive fields. In Computational
Models of Visual Processing , ed. Landy MS & Movshon JA,
pp. 71–82. MIT Press, Cambridge, MA, USA.

Lennie P, Krauskopf J & Sclar G (1990). Chromatic
mechanisms in striate cortex of macaque. J Neurosci 10,
649–669.

Li A & Lennie P (1997). Mechanisms underlying segmentation
of colored textures. Vision Res 37, 83–97.

Li A & Lennie P (2001). Importance of color in the
segmentation of variegated surfaces. J Opt Soc Am A 18,
1240–1251.

Liu J & Wandell BA (2005). Specializations for chromatic and
temporal signals in human visual cortex. J Neurosci 25,
3459–3468.

Livingstone MS & Hubel DH (1987). Psychophysical evidence
for separate channels for the perception of form, color,
motion and depth. J Neurosci 7, 3416–3468.

Martin PR, Lee BB, White AJ, Solomon SG & Rüttiger L (2001).
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