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Dendritic asymmetry cannot
account for directional responses of
neurons in visual cortex
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A simple model was proposed to account for the direction selectivity of neurons in the primary visual
cortex, area V1. In this model, the temporal asymmetries in the summation of inhibition and excitation
that produce directionality were generated by structural asymmetries in the tangential organization of
the basal dendritic tree of cortical neurons. We reconstructed dendritic trees of neurons with known
direction preferences and found no correlation between the small biases of a neuron’s dendritic
morphology and its direction preference. Detailed simulations indicated that even when the
electrotonic asymmetries in the dendrites were extreme, as in cortical Meynert cells, the biophysical
properties of single neurons could contribute only partially to the directionality of cortical neurons.

Several models have been proposed to account for direction selectivity of neurons. One correlation model for motion detection in
the fly1 uses temporal summation or multiplication of excitatory
inputs in the preferred direction of motion. A model for the rabbit retina2 uses inhibition of excitation in the non-preferred direction of motion to achieve directionality. Both of these mechanisms
require a spatiotemporal asymmetry in the inputs for the two
directions of motion. Livingstone3 proposed an interesting variant
of this for neurons in the visual cortex. In her model, also reminiscent of earlier simulations4, excitatory synapses are activated
sequentially along asymmetric basal dendrites of the large solitary pyramidal cells of Meynert. In response to the preferred direction, the synapses are activated sequentially from the dendrite tip
to the soma. Here the dendrite acts as a delay line5, allowing the
excitatory postsynaptic potentials (EPSPs) to summate temporally along the dendrite before inhibition is activated at the soma.
When the synapses are activated sequentially from the soma to
the dendritic tip, temporal summation is less effective and inhibition, now activated earlier, is more effective in reducing EPSP
amplitude. It should be noted, however, that if excitation and inhibition sum linearly, then the areas under the voltage waveform
would be equal for both directions, although the voltage waveform recorded in the soma will have a higher peak for the preferred direction. Thus, the essential nonlinearity required for
directionality comes from the voltage threshold for spike firing.
The reason for choosing the solitary pyramidal cells first
described by Meynert in 1872 is that the marked asymmetries in
their basal dendrites6–9 would allow them to sample differentially from sectors of the two-dimensional retinotopic representation of visual space on the surface of V1. However, whereas
Meynert cells are sparse (only 30 × 103–40 × 103 per hemisphere
in the monkey, ∼25 cells beneath each mm2 of cortical surface10
and confined to one narrow sublayer), direction-selective cells
are abundant and found in most layers. Livingstone thus suggested her model might explain directional selectivity more gen820

erally3, because of widespread asymmetries in dendritic arbors.
Here we directly tested Livingstone’s hypothesis experimentally in
the cat by recording from directional neurons and examining
tangential asymmetries in their dendritic trees. We also reconstructed cat and monkey Meynert cells in three dimensions to
define their extents and simulated Livingstone’s model of dendritic summation in cat and monkey Meynert cells.

RESULTS
Experiments
We recorded from 32 single neurons in the cat visual cortex and
filled them with horseradish peroxidase (HRP) after mapping
their receptive fields. Fixed sections of the brain were processed11
to reveal the neuronal morphology and then osmicated and
embedded in resin to eliminate the differential shrinkage of sections prepared for conventional light microscopy. The neurons
were then reconstructed in three dimensions by means of a computer-assisted microscope (in-house TRAKA system). The reconstructions were then rotated to the tangential view and projected
onto the two-dimensional surface of the visual field representation on the cortex of V1 to determine the relation between their
dendrites and direction preferences of their receptive fields. We
calculated the dendritic bias (Fig. 1) for the 32 neurons and compared it with their direction preference (Figs. 2 and 3). We reconstructed an additional three Meynert cells from cat (mk) and
monkey (mm) for which no physiological data were obtained.
According to Livingstone’s hypothesis, the optimum difference
between direction of dendritic bias and the preferred direction of
motion should be 180°. The observed angular difference between
the RF direction preference and the bias angle of the dendritic tree
(expressed as the angle, Φmax, of the dendritic tree segment where
the summed length of the distal 1/3 of dendrites is greatest, see
Fig. 1) is presented in a scatter plot (Fig. 3a). The angular differences cover virtually the entire range, as is emphasized in the frequency plots (Fig. 3b). The distribution of this difference is random
nature neuroscience • volume 2 no 9 • september 1999

© 1999 Nature America Inc. • http://neurosci.nature.com

articles

a

b
S

R max
L

Φ
Φmax
H

H

V

requires. However, such values could occur by chance. The polar
plot of the relationship between dendritic bias and directionality (Fig. 3d), in which distance along the radius represents the
degree of dendritic asymmetry and the angle represents the difference between Φmax and the preferred direction of motion,
shows that most neurons do not have strong asymmetries, and
that few have asymmetries aligned along the appropriate axis.
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Fig. 1. Computing the dendritic bias. The basal dendrites of a layer 6
pyramidal cell are drawn in a top view; the soma is the blob at the center of the field. (a) The distribution of dendritic bias was calculated as
follows. The length, L is the Euclidian distance in the two-dimensional
projection from the soma to the most distal dendritic tip. Φ is the angle
between the midline of the section (dashed line) and the horizontal axis,
H. For a given Φ, the summed length (R) of all dendrites lying within the
outer third (S) of a 30° segment (shaded area) was calculated. This
threshold excluded possible bias from many short dendrites. (b) The
distribution of R (shaded for visibility), calculated at 1° intervals for the
full 360°, is rescaled by L/(3Rmax) and plotted on a circle of radius (2/3)L.
Rmax is the maximal value obtained for R, Ropp indicates the value in the
segment directly opposite. Φmax is the angle of the Rmax segment and
defines the dendritic bias angle. The receptive field direction preference
of the neuron is indicated by the large filled arrow. The directions in the
visual field map on the cortical surface are indicated by H (horizontal)
and V (vertical). Length of H and V axes is 50 µm.

(Kolmogoroff-Smirnoff, p = 0.23). Increases or decreases in the
bin sizes for the segments did not alter this conclusion. Biases
derived from the summed dendritic lengths of the total segment
or from the inner or middle thirds also gave random distributions.
The asymmetry of the dendritic tree is expressed as the difference (Fig. 3c, ordinate) in the summed length of distal dendrites of opposite segments. If the dendritic tree is exactly
symmetrical, then the difference between any pair of opposite
segments will be zero. Actually, all neurons showed some degree
of asymmetry for some segments of their dendritic tree on this
measure. The range of absolute summed dendritic lengths in sector S for opposite segments is indicated by vertical lines (Fig. 3c),
along with the difference at Φmax (filled dot) and the difference at
the preferred direction of motion (open squares). These latter
differences (open squares) cluster around zero, indicating that
there was no dendritic bias along the axis of the preferred direction of motion. Two exceptions show a large negative value, indicating that the longest dendrites are oriented 180° from the
preferred direction of motion, as Livingstone’s hypothesis

Simulations
The data presented above exclude the dendrites of cat neurons as
the source of structural asymmetry that might produce direction
selectivity. Livingstone’s generalization to all directional neurons
does not hold. Nevertheless, the Meynert cells may be a special case.
Because of their scarcity, however, we could not hope to record intracellularly with any frequency from Meynert cells. Thus, we used a
detailed compartmental model of the Meynert cells (Fig. 4) to see
whether Livingstone’s hypothesis might apply in the special case of
Meynert cells. Meynert dendrite length (up to 770 µm) affords the
most favorable structure for achieving the asymmetry in temporal
summation of synaptic potentials simulated in a previous model4.
To simulate the most asymmetrical case possible, we assumed
that all retinotopic input was distributed only over the longest
basal dendrite of the Meynert cell. Two thousand ‘AMPA’ excitatory synapses were placed uniformly (1 synapse per 1.5 µm of
dendritic length) over this dendrite (marked by heavy lines to the
right of the soma in Fig. 4a). These excitatory synapses were activated in a temporal sequence, sweeping either from the distal tips
towards the proximal dendrites and soma (D–P direction) or in
the reverse direction, from the soma towards the distal tips (P–D).
We varied the time interval over which the synapses were sequentially activated (the ‘sweep duration’) and measured the resultant
transient voltage response at the soma. The sweep duration simulated the velocity of the stimulus motion across the receptive
field of the neuron. Livingstone recorded mainly from neurons
with receptive fields at 10–15° from the foveal representation. At
this eccentricity, 1° of visual space is represented by 1 mm on the
cortical surface12, so a stimulus velocity of 100° per second will
give a sweep duration of 10 ms along a 1 mm dendrite. ‘GABAA’
inhibitory synapses were placed directly on the model soma and
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Fig. 2. Directionality and dendritic asymmetry. The basal dendrites of 35
reconstructed cortical neurons are shown as seen from the cortical surface. Shaded area indicates dendritic bias as defined in Fig. 1, plotted on
circle of radius (2/3)L (see Fig. 1a). The dendritic path from soma to most
distal tip is drawn in bold. Filled dot indicates the angle (Φmax; see Fig. 1b)
of the segment where dendritic bias was maximal. Arrows and arrowheads indicate angle of preferred direction(s) of motion: filled arrow indicates ‘direction selective’; filled arrowhead indicates ‘direction
preferential’; open arrowheads indicate ‘non-directional’. The two monkey Meynert cells (mm) and the cat Meynert cells (mk) were not recorded
physiologically. Pyramidal cells in layers 3–6, p3–p6; star pyramidal cells in
layer 4, t4; spiny stellate cells in layer 4, s4; basket cells in layers 3 and 4, 3b
and 4b; double bouquet cell in layer 3, d3. Simulation results are illustrated
for the larger monkey Meynert cell. Scale bar, 100 µm.
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and for the comparably long apical dendrite of a pyramidal cell from layer 5 of the cat (not shown).
Intuitively, the optimal sweep duration in the pre8
120°
ferred direction should match the propagation velocity of
6
the EPSP as it travels down the dendrite. In this situation, the temporal summation of voltage at the soma will
4
60°
be maximal. Theoretically14,15, in an infinite cylindrical
cable,
the peak of a passive signal converges to a velocity
2
of
2λ/τ
m (two space constants per one time constant) at
0°
0
p6
p5 p4 p3 t4
s4 b4 b3 d3
0° 30° 60° 90° 120° 150° 180° some distance from the input site. This is shown for the
Cell types
Angular difference (deg)
infinite cylinder (Fig. 4d, dashed line). As an approximation, this also applies to the long basal dendrite of the
c
d
simulated Meynert cell. Because of its complex electro200
morphology, branch points in the Meynert dendrite gen90°
100
erate large transient changes in conduction velocity
(Fig. 4d, continuous line). Nevertheless, the average
0
velocity of 2.8λ/τm for the Meynert dendrite is surpris–100
ingly close to that for the infinite cable. We have also
–200
computed the average value for the space constant (λ)
in this simulated basal dendrite (assuming Rm of 5,000
p6 p5 p4 p3 t4 s4 b4 b3d3 me
0
125
250
Ω⋅cm2 and Ri of 150 Ω⋅cm) to be 188 µm. With τm = 5
Difference
(
µ
m)
Cell types
ms, this yields a velocity of 75 mm per second, giving an
excellent fit with the optimal sweep speed of 77 mm per
second computed in Fig. 4c, bottom trace. This optimal
Fig. 3. Analysis of the relationship between directionality and dendritic bias. (a) Filled
–—
depends on √Rm (and, thus,
dots show angular difference between the dendritic bias angle (Φmax; see Fig. 1b) and velocity (= 2λ/τm) inversely –—
the preferred direction of motion. Open dots indicate difference for both directions of is inversely proportional to√τm ). Increasing τm to 50 ms,
motion in nondirectional cells. (b) Histogram of the angular differences (bin size, 30°) for example, will reduce the optimal velocity to about 24
shown in (a). Values larger than 10 or smaller than 2 (dashed horizontal lines) are mm per s, very close to what was found in the simulahighly unlikely when uniform random distribution is assumed (p = 0.045). (c) The tions (Fig. 4c, peak of continuous line at top).
asymmetry of the dendritic tree is expressed simply as the difference (ordinate) in the
What happens when the retinotopic input is mapped
value of R (see Fig. 1) for opposite segments. The range of absolute values of this dif- over two opposite dendrites rather than over only one
ference is indicated for each cell by the length of the vertical line, and the actual value at dendrite? This case was examined by adding excitatory
Φmax is indicated for directional cells (filled dots) or nondirectional cells (open dots).
synapses (with the same density as above) to the oppoOpen squares indicate the difference at the angle of the preferred direction of motion.
(abbreviations for cell types as in Fig. 3; me, Meynert cells). (d) Polar plot of the rela- site (shorter) dendrite (drawn in bold to left of soma in
tionship between dendrites and directionality. The distance along the radius represents Fig. 4a). In the D–P direction, the input started from
the degree of asymmetry at Φmax; the angle represents the difference between Φmax the tip of the first dendrite and swept (via the soma)
toward the distal tip of the second dendrite. There were
and the preferred direction of motion.
two clear differences from the single-dendrite case. First,
in the D–P direction, the additional 600 synapses on the
shorter dendrite resulted in an increase in the soma peak
response only for fast velocities (dashed line, Fig. 4c). There was no
activated with a fixed delay of 2 ms following activation of the
change in the peak voltage response for the slower velocities (conexcitatory synapse located closest to the soma. At peak conductinuous line, Fig. 4c). Consequently, the clear peak of the velocity
tance, these inhibitory synapses reduced the input resistance of
profiles (Fig. 4c) that was obtained for activating a single dendrite
the modeled cell to half its resting value, but the exact strength
essentially disappeared in the two-dendrite case. In the latter case,
was not critical for the qualitative results obtained below.
the dendrites behave as a high-pass filter. A second effect of adding
The voltage transient was recorded at the soma for a variety
an opposite dendrite is that difference between the D–P and the
of sweep durations (denoted in ms above each transient, Fig. 4b).
P–D direction (dotted line in Fig. 4c) decreases. This is expected
Sweep duration of zero corresponds to the simultaneous activafrom the reduction of the degree of asymmetry. Indeed, if the two
tion of all (2000) excitatory synapses. As shown previously4,13,
dendrites were identical (complete symmetry), then directionality
the expected voltage peak is maximal when the synapses are actiwould be completely lost.
vated in the D–P direction at the optimal sweep speed. Here the
maximal voltage peak was obtained for a sweep duration of 10
ms in the D–P direction. In this case, the membrane time conDISCUSSION
stant, τm, was 5 ms. In the null (P–D) direction, the maximal
The experimental results indicate that the spatial morphological
response was obtained for simultaneous activation, and the
bias of the basal dendrites cannot account for the directionality
response decreased as sweep duration increased. The voltage peak
in the receptive field. Although all dendritic trees contain some
at the soma was calculated as a function of the sweep velocity
asymmetries, there was no correlation of these asymmetries with
along the longest dendrite (Fig. 4c, bottom, solid line, D–P directhe preferred direction of motion. Thus, an asymmetric dendrittion; dashed-dotted line, P–D direction). The preferred velocity
ic tree is not in itself a sufficient condition for the generation of
in the D–P direction (peak of a continuous curve) was 77 mm
a directional receptive field. A corollary of our present findings is
per second. This value was obtained by dividing the length of the
that, because direction preference is always orthogonal to the orilongest dendrite (0.77 mm) by 10 ms, the optimal sweep duraentation preference, there is also no correlation of dendritic asymtion. Very similar results were obtained for other Meynert cells
metry with the orientation preference of the receptive field. This
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be slower than the passive value, thus increasing the
3
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time window for temporal synaptic integration. The
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2
possible influence of these factors is captured in the
–45
model by changing τm. If τm is increased from 5 ms
–50
1
Infinite cylinder
Two dendrites
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to 50 ms, the membrane depolarizes relatively more
P– D
m = 5 ms
0
–60
4
0
1000
1
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3
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100 per s
for all velocities, and the peak velocity tuning shifts to
X (x/ )
Velocity (mm)
lower values (Fig. 4c, compare top to bottom). Similarly, the use of delay lines to achieve directionality
(for instance, by lagged and nonlagged thalamic relay
Fig. 4. Modeling directional selectivity of Meynert neuron. (a) Meynert cell used for
cells18) is captured in the model by ‘sweeping’ the densimulation. D, distal; P, proximal. Basal dendrites receiving retinotopic synaptic inputs
are drawn in bold. Scale bar, 100 µm. (b) Voltage responses at the soma for activation of drite at different speeds. The effectiveness of the delay
synaptic inputs in the bold dendrite to the right of the soma in (a). The sweep duration lines strongly depends on the membrane time conin ms is indicated above the transients. For clarity, each transient in the P–D sweep stants and/or the kinetics of the synaptic currents and
direction was shifted to the left of the zero time axis by the corresponding sweep dura- active membrane conductances (Fig. 4c).
tion. (c) Peak voltage measured at the soma as a function of the sweep velocity. ‘One
When the retinotopic input is mapped over only
dendrite’ indicates that the retinotopic input was mapped onto the right dendrite drawn one dendrite, the (relative) difference between the prein bold in (a); in the ‘two dendrites’ case, the retinotopic input was distributed over the ferred and the null direction is maximal. The tuning
two opposite dendrites drawn in bold in (a). The top graphs are for τm = 50 ms, and the becomes less sharp when the input is mapped on denlower graphs are for τm = 5 ms. (d) Conduction velocity of the peak of a passive EPSP
drites that lie opposite each other on both sides on the
along the path of the longest basal dendrite. Brief α-shaped current input was given at
the distal tip of the dendrite (x = 0); the soma is at the right end of the x-axis. The con- soma (Fig. 4c, continuous line followed by the dashed
duction velocity of the EPSP peak in an infinitely long passive cylinder is shown by the line). The velocity profile then tends to be that of a
high- pass filter without a distinct peak. In this situadashed line. Parameters, τm = 5 ms; Ri = 150 Ω⋅cm.
tion, the difference in voltage response between the
preferred and the null direction decreases, and directionality is lost in a completely symmetrical dendritic tree. This implies directionality cannot be achieved by the small
result is essentially the same as that obtained previously on a comdendritic asymmetries that exist in most cat neurons.
pletely different set of neurons in cat visual cortex16.
The actual time course of the inhibitory synaptic conductance
The simulations indicated that direction selectivity can, in princhange as derived experimentally in cortical neurons is on the order
ciple, be computed along individual dendrites of any neuron, given
of 10 ms19, and this was the value used in our simulations. This is
the narrow assumption that the excitatory inputs are mapped in
a precise retinotopy along a single dendrite, and no other dendrites
the same order of magnitude as the optimum sweep speed in the
are involved. However, even in this tightly constrained case, the
cases considered here. Thus, the effect of the inhibition (2 ms
major difficulty with this model is that it requires high velocities
delayed) was to abolish most of the response in the null direction.
to work. This is because the optimal sweep speed is directly corIn contrast, in the preferred direction, the peak response was not
related with the propagation speed of passive signals in dendrites,
affected by the inhibition because the voltage peak at the soma
and because the dendrites are short relative to the magnification
preceded the inhibitory input.
factor of the cortical retinotopic map (see above). Here it is imporBecause of ongoing synaptic activity, the membrane potential
tant to note that the propagation speed approximates 2λ/τm(Fig.
in vivo lies closer to threshold for spike firing than in the passive
case studied here, and hence many cortical neurons are sponta4d) and is largely independent of the physical length of the denneously active. The response of the neuron to stimulus motion
drite. The important parameters are the diameter and the specific
thus may result in a change in the firing frequency of the neuron
properties of the membrane and the cytoplasm. Thus, a long, thick
rather than in the occurrence of a spike. The firing frequency is
apical dendrite and a short, thin basal dendrite can have equivadetermined by the current or charge generated by the synaptic
lent velocity characteristics. Our conclusions regarding the asyminput (rather than the peak voltage). Unlike the voltage response,
metries of the dendritic trees were unaffected, however, even when
the smallest values of the summed synaptic charge seen at the soma
we converted the morphological dimensions into electrotonic
are found for fast velocities because the simultaneous activation
dimensions (not shown). For realistic values of τm (∼5 millisecP-D
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of many synapses increases the membrane conductance, and so
much more charge is lost via the membrane. As the velocity
decreases, less charge is lost through the membrane (not shown).
However we found only small differences in the charge entry for
the two sweep directions, indicating that directionality is weak
when charge is used as the independent variable. An increase in
τm allows more of the injected charge to reach the soma, but at the
cost of reducing the difference between the two sweep directions
even further (not shown).
It thus seems fair to conclude that the temporal activation of
the dendritic tree by feedforward retinotopic arrays at best might
add only a small component to the computation of direction of
motion in the visual cortex. Most of the computation of direction
of motion over the range of velocities observed must therefore rely
on network mechanisms, most probably using the local recurrent
circuits of cortex20–23.

function with maximal conductance, gpeak, of 0.4 nS and a time to peak,
tpeak, of 0.3 ms, in series with a battery of 0 mV) was distributed over the
simulated tree at a density of one synapse per 1.5 µm of dendritic length.
The inhibitory (GABAA-like) synaptic input was placed at the model soma
and was simulated as a sum of three exponentials; the rising phase was
governed by a fast time constant (τ1 = 0.5 ms) and the decay phase by τ2 =
7.5 ms and τ3 = 33 ms (see details in ref. 19, Table I). This input was associated with a battery of –70 mV; it was activated at a fixed delay of 2 ms
following the activation of the most proximal excitatory synapse. The peak
conductance of all inhibitory synapses was adjusted to equal the input conductance of the modeled cell. Axial resistivity was 150⋅Ω cm.
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METHODS
Preparation of animals and tissue. The neurons examined in this study
were obtained from anesthetized adult cats and monkey that had been
prepared for in vivo intracellular recording (see refs. 24, 25 for details).
All experiments were carried out under the authorization of animal
research licenses granted by the Home Office of the U.K. and the Cantonal Veterinary Authority of Zürich. In cats, we first recorded from each
neuron extracellularly and mapped the receptive field orientation preference, size, type, binocularity and direction preference by hand. Based on
strength of directionality, we categorized the neurons in three groups,
‘non-directional’ (when the responses to forward and backward motion
were similar), ‘direction preference’ (when responses were clearly biased for
one direction of motion) or ‘direction selective’ (where the cell responded almost exclusively to one direction of motion). We compared our qualitative measure with a quantitative direction index, DI = (preferred –
nonpreferred)/(preferred + nonpreferred), determined from poststimulus time histograms (PSTHs) made for 23 additional cells recorded in
these experiments. Virtually all the cells we classified as directional by
hand plotting had DIs in the range 0.5–1.0. This range corresponds to
Livingstone’s criterion3 for direction selectivity; that is, “the response to
one direction of stimulus motion was at least 3 times larger than the
response to the other direction”. The mapping was repeated intracellularly and horseradish peroxidase (HRP) was then ionophoresed into the
cell. Under surgical anesthesia, monkey Meynert cells used in the simulations were retrogradely filled from tiny extracellular ionophoretic injections of biocytin into individual layers of area 17. This method fills some
neurons in a Golgi-like way. After appropriate survival times, the brains
were fixed and processed (by V. Meskenaite) to reveal the biocytin and
osmicated and embedded in resin to eliminate differential shrinkage.
Analysis of the dendritic field. To determine the direction bias of the dendritic field, the projection of the dendrites onto the x–z plane (surface view)
were used. We have previously established16 that the vertical meridian of
the visual field representation in cat area 17 lies on average at 14° to the
parasaggital plane of the stereotaxic coordinate system used for the reconstructions. Extensive mapping was not possible here, but the progression
of the receptive fields between successive penetrations was consistent with
this general orientation of the retinotopic map. Thus, the surface view of
each neuron was rotated 14° to be congruent to the average retinotopic
map. Only the basal dendrites of pyramidal cells were considered.
Model neuron. The simulator NEURON26 was used for performing the
numerical (compartmental) simulations. The neuron model of the entire
dendritic tree was spatially discretized such that each compartment was
not larger than 0.1 λ. For Rm of 5 × 103 Ω⋅cm2, this gives about 103 compartments for the 3 Meynert cells examined. This number was reduced by
a factor of about 3 when Rm = 5 × 104 Ω⋅cm2. We examined the performance of the model using two membrane time constants. Because we used
Cm = 1 µF per cm2, then Rm = 5 × 103 Ω⋅cm2 implies τm = 5 ms, and Rm =
5 × 104 Ω⋅cm2 implies τm = 50 ms. The AMPA-like excitatory synaptic
input (modeled as a transient conductance change in the form of an α824
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