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a b s t r a c t
Smooth pursuit eye movements are performed in order to prevent retinal image blur of a moving object.
Rhesus monkeys are able to perform smooth pursuit eye movements quite similar as humans, even if the
pursuit target does not consist in a simple moving dot. Therefore, the study of the neuronal responses as
well as the consequences of micro-stimulation and lesions in trained monkeys performing smooth pursuit is a powerful approach to understand the human pursuit system. The processing of visual motion is
achieved in the primary visual cortex and the middle temporal area. Further processing including the
combination of retinal image motion signals with extra-retinal signals such as the ongoing eye and head
movement occurs in subsequent cortical areas as the medial superior temporal area, the ventral intraparietal area and the frontal and supplementary eye ﬁeld. The frontal eye ﬁeld especially contributes anticipatory signals which have a substantial inﬂuence on the execution of smooth pursuit. All these cortical
areas send information to the pontine nuclei, which in turn provide the input to the cerebellum. The cerebellum contains two pursuit representations: in the paraﬂocculus/ﬂocculus region and in the posterior
vermis. While the ﬁrst representation is most likely involved in the coordination of pursuit and the vestibular-ocular reﬂex, the latter is involved in the precise adjustments of the eye movements such as adaptation of pursuit initiation. The output of the cerebellum is directed to the moto-neurons of the extraocular muscles in the brainstem.
Ó 2008 Elsevier Inc. All rights reserved.

1. Properties of smooth pursuit eye movements
The primate visual system is characterized by a large binocular
visual ﬁeld and a high spatial resolution restricted to the central visual ﬁeld called fovea (see glossary). Since the number of axons in
the optic nerve (see glossary) is limited, it is impossible to achieve
a high spatial resolution throughout the entire visual ﬁeld. However, this restriction imperatively demands for very precise movements of the eye. This demand is satisﬁed by two different forms of
eye movements, saccades and smooth pursuit. Saccades are high
velocity gaze shifts that allow us to bring the image of an object
of interest into the fovea, followed by visual ﬁxation, an active process, rather than just the absence of an eye movement. However, in
many cases objects move relative to the beholder. This is where
smooth pursuit eye movements come into play. They stabilize
the image of the moving object on the fovea, once saccades have
placed it there, thereby allowing the continuous high acuity scrutiny of the object at stake (Bridgeman, Deubel, & Haarmeier,
1999; Haarmeier & Thier, 1999). Both saccades and smooth pursuit
eye movements may be complemented by head movements
expanding their range. While serving a common purpose, the
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deployment of foveal vision, saccades and pursuit have very different phylogenies and, moreover, are determined by different functional constraints. In order to understand the phylogenies of
saccades and pursuit, it is useful to imagine a hypothetical common vertebrate ancestor with lateral eyes, but in common with
us with six extra-ocular muscles and three semicircular cannels.
This prototypical vertebrate is able to perform stabilisatory eye
movements such as the vestibular ocular reﬂex (VOR) and the
optokinetic reﬂex (OKR) (see glossary). The quick phases occurring
in these eye movements represent the future phylogenetic representative of saccades. This assumption is supported by the ﬁnding
that quick phases and saccades in human share identical dynamic
properties (Ron, Robinson, & Skavenski, 1972). The slow phases
might represent the origin of the development of the smooth pursuit eye movements. This is indicated by the ﬁnding that neurons
in the primate nucleus of the optic tract are activated during the
execution of optokinetic reﬂex as well as during pursuit (Ilg & Hoffmann, 1996). Hence it is not surprising that the brain networks
underlying saccades and smooth pursuit have been conceived as
being largely disparate. However, obviously, saccades and smooth
pursuit have to be linked and recent advances in their study have
begun to tell us how their coordination may be accomplished by
the brain Krauzlis (2005). In this review, we will try to enlighten
the pursuit system with special emphasis on the neuronal
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Fig. 1. Sketch of a monkey brain. The locations of areas which are most important for smooth pursuit eye movement are indicated (Abbreviations in the brainstem: OMN
ocular-moto-neurons, VN vestibular nucleus, PON pontine nuclei, SC superior colliculus. In the cerebellum: VPF ventral paraﬂocculus, Verm oculo-motor vermis). The major
cortical sulci are labeled. See text for further explanations such as the ﬂow of information.

responses recorded from various areas of the rhesus brain during
the execution of smooth pursuit (see Fig. 1). Similar aspects of
the human pursuit system revealed by imaging studies are given
by the chapter of Lencer and Trillenberg ‘‘in this special issue”.
The chapter by Sharpe emphasizes the effects of lesions while
the chapter written by Barnes presents details of cognitive processing underlying the execution of pursuit.
The properties of the pursuit system of man and monkeys share
many similarities. In both species, pursuit is dominated by the perceptual rather than the retinal stimulus (Freyberg & Ilg, 2007; Ilg &
Thier, 1999; Steinbach, 1976). It is possible to record single-unit
activity (see glossary) from various brain areas while highly
trained monkeys perform smooth pursuit. In addition, the consequences of micro-stimulation and lesions can be examined. Finally,
neuro-anatomical studies inform about the connectivity within
speciﬁc brain areas. The combination of the results of all these different approaches yields a clear picture of the neuronal substrate of
the pursuit system, the subject of this review.
The smooth pursuit eye movements can be modeled successfully as a closed loop control system whose drive is the retinal
image movements of the target. Slight deviations of eye velocity
from target velocity produce retinal slip signals which correct
these deviations (Krauzlis & Lisberger, 1989). Behavioral studies
have shown that in addition to retinal image velocity, also retinal
image acceleration (Lisberger, Morris, & Tychsen, 1987) and retinal position of the target relative to the fovea (Blohm, Missal, &
Lefevre, 2005) serve as input signals driving the pursuit controller. In an alternative group of ‘‘non-retinal” models, the controller
is envisaged to work on error signals resulting from a comparison
of gaze movement with target movement in space (Robinson,
Gordon, & Gordon, 1986). Gaze is given as the sum of eye and
head movements, whereas target movement in space has to be
reconstructed by adding retinal image movement, eye and head
movements (Thier & Erickson, 1992). In principle, the eye movement behavior of head-ﬁxed subjects tracking a moving visual

target can be accounted by retinal models. However, models
assuming world-centered representations of target movement allow a parsimonious description of pursuit behavior under more
natural conditions (Dicke & Thier, 1999; Furman & Gur, 2003).
Rather than pursuing elementary visual targets as in the typical
laboratory situation, under natural conditions, we pursue multimodal representations of behaviorally relevant objects build on
different sensory modalities each ruled by a speciﬁc sensory
frame of reference. The perceptual valence of this multimodal
representation is modiﬁed by experience, expectations and other
forms of top-down information (Steinbach, 1976). In other words,
encoding a uniﬁed object, under natural conditions, requires the
integration of information in a common frame of reference. Preferring a speciﬁc common non-sensory frame of reference,
namely extra-personal space, facilitates the integration of head
movements into pursuit behavior and the coordination of perception and action (Ilg, Schumann, & Thier, 2004). Pursuit onset lags
the onset of unexpected target movement by some 100 ms, largely due to the delays caused by the visual system. Later, during
maintained smooth pursuit, the eye movement lag can be reduced and even nulled, if the future target trajectory can be predicted. The delay of pursuit initiation (see glossary) may be
reduced or even turned into a lead if target movement can be
anticipated (Jarrett & Barnes, 2002). Surprisingly, there are only
marginal differences in the ability to perform anticipatory smooth
pursuit between men and monkey (Freyberg & Ilg, 2007).
Because of the delay of eye movements prompted by unpredictable target movements, the ﬁrst 100 ms of smooth pursuit may be
conceived as an open-loop response based on prior target movement not yet affected by the eye movements itself (see Box 1).
However, rather than being ﬁxed, the response to this initial
open-loop target movement can be modiﬁed in an appropriate
manner by the experience of later changes in the speed of the target (‘‘pursuit adaptation”, see Fig. 2 for an example, (Chou & Lisberger, 2004).
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Fig. 2. Examples of pursuit initiation adaptation with a rhesus monkey. On the left panel (a, c, and e), the results of an experiment consisting of increase of target velocity is
shown. For each condition, target and eye position and velocity is given. In a, standard pursuit initiation is shown for a target moving at 15°/s. In c, the velocity changed after
150 ms from 5 to 15°/s which is illustrated by the grey area. Since pursuit initiation was triggered by the low velocity, eye position lags substantially target position and is
subsequently corrected by a catch-up saccade. In e, pursuit initiation was successfully adapted to the change in target velocity. On the right panel (b, d, and f), the results of an
experiment consisting of a decrease in target velocity (from 15 to 5°/s) are shown. In b, standard pursuit initiation is illustrated for a target moving at 5°/s. Since pursuit
initiation was triggered by a higher velocity, eye velocity overshoots target velocity and backward catch-up saccade was performed in d. Following successful adaptation, eye
velocity matched closely target velocity.

Box 1. Rashbass paradigm
If a target starts to move unexpectedly, pursuit initiation
consists of a pre-saccadic initiation followed by an initial saccade. This saccade compensates the lag in the eye position responses due to the latency of the pursuit system. Since
saccades reach peak eye velocities much higher as during
smooth pursuit, the analysis of the initial acceleration of the
eye can be substantially disturbed by the initial saccade. In
the Rashbass paradigm, the target ﬁrst steps in the opposite
direction of its future movement direction. The size of the step
is calculated by the latency times target velocity. As a consequence, the eye position approaches gradually target position
without a saccade (see Fig. 2a).

Smooth pursuit stabilizes the object image on the fovea at the
cost of retinal movement of the background image, according to
the speed of the eye movement. The effects of the self-induced retinal image motion signals on the executed smooth pursuit eye
movements are marginal since the sensitivity for global motion
in the direction of self-induced retinal image motion is substantially decreased during execution of pursuit (Lindner & Ilg, 2006;
Lindner, Schwarz, & Ilg, 2001; Schwarz & Ilg, 1999). Nevertheless,
the background is perceived as stationary, because its perception
is based on a comparison of the raw visual motion signals with
an expectation of the visual consequences of the pursuit eye movement. This expectation is continuously updated in order to guaran-

tee spatial stability despite the ever changing environmental
conditions (Haarmeier, Bunjes, Lindner, Berret, & Thier, 2001; Lindner, Thier, Kircher, Haarmeier, & Leube, 2005). However, our perceptual stability is not perfect, small deviations in the percept of
a stationary background are known as Filehne illusion ( Filehne,
1922) (see glossary). For more details see the chapter by Barnes.
In the following, we explicate that the cerebral cortex contains
several parieto-occipital and frontal areas with distinct roles in the
generation of these components of smooth pursuit eye movements.
2. Middle temporal area (MT or V5)
Most prominently, the visual middle temporal area MT located in
the posterior bank of the superior temporal sulcus serves as a generic
visual motion processor. This area was ﬁrstly described in rhesus
monkeys (Dubner & Zeki, 1971) and owl monkeys (Allman & Kaas,
1971). It contributes to smooth pursuit by extracting retinal motion
signals of the target image, one of the key inputs driving the pursuit
eye movement. There are ﬁve key arguments why area MT acts as a
major hub with respect to visual motion processing underlying the
execution of smooth pursuit eye movements. First, the time course
and speed sensitivity of single units recorded from MT are very similar to those of smooth pursuit eye movements (Lisberger & Movshon, 1999). Second, lesions of selected parts of area MT render
monkeys unable to pursue targets moving within the conﬁnes of
the motion scotoma (Dursteler & Wurtz 1988). It is important to note
that this deﬁcit is directional, only if the target moves towards the le-

Please cite this article in press as: Ilg, U. J. & Thier, P. The neural basis of smooth pursuit eye movements in the rhesus monkey brain. Brain
and Cognition (2008), doi:10.1016/j.bandc.2008.08.014

ARTICLE IN PRESS
4

U.J. Ilg, P. Thier / Brain and Cognition xxx (2008) xxx–xxx

sioned hemisphere, the monkey is unable to track the target, independent of its position. If the target moves in opposite direction, nevertheless at the same retinal position, pursuit is not affected. A
similar ipsiversive pursuit deﬁcit is observed in patients with lesion
in similar cortical areas (chapter by Sharpe). Third, micro-stimulation in area MT modiﬁes ongoing pursuit (Groh, Born, & Newsome,
1997; Komatsu & Wurtz, 1989). Different to the effects of microstimulation experiments in many saccade related areas, stimulation
in MT is not able to elicit smooth pursuit from ﬁxation. Interestingly,
the directional selectivity of the micro-stimulation effect is complementary to the directional deﬁcit following lesions: micro-stimulation yields to acceleration if ipsiversive pursuit is executed.
Independent of the strict representation of the contralateral visual
ﬁeld in each hemisphere, each hemisphere seems to code mainly
for target movements directed towards it. Fourth, the initial response of single-units recorded from area MT elicited by tilted contours reveals a consistent directional error. If a bar is tilted 45°
clockwise from the vertical and moves to the left, the initial response
is directed approx. 45° up and to the left, i.e. perpendicular to the bar
orientation. After a delay of about 150 ms, the population response is
tuned to the real direction of the contour movement. Interestingly, a
similar directional error is observed in the initiation of smooth pursuit response of monkeys and humans elicited by tilted moving contours (Born, Pack, Ponce, & Yi, 2006; Pack & Born, 2001; Wallace,
Stone, & Masson, 2005). Fig. 3 shows an initial vertical eye velocity
for tilted bars although the bars are moving exclusively horizontally.
The misdirection of the population response as well as the initial
pursuit response can be explained by the property of elementary
motion detectors who are only able to code for movement perpendicular to a moving contour, also referred to as aperture problem.
Only line-endings are able to indicate the true direction of motion
as the famous barber pole illusion demonstrates (see Box 2).
Box 2. Barber pole illusion
If we watch a rotating barber pole consisting in a red and
blue spiral, we do not see the rotation around a vertical axis.
Instead, we perceive vertical movement only. This illusion documents that especially the terminators of a line element determine the direction of perceived motion.

Fifth and ﬁnally, if a monkey has to select a target from a distractor, initiation of pursuit can be described by a vector averaging
process, i.e. the direction of the very ﬁrst eye movement does not
follow the target or the distractor, but follows an average of both
directions (Gardner & Lisberger, 2001; Kahlon & Lisberger, 1999).
This vector averaging process provides simultaneous input for saccades as well as for pursuit (Case & Ferrera, 2007). In parallel to the
eye movements, the initial responses of neurons recorded from MT
reﬂect the vector average of two moving targets, i.e. the responses
are reduced if the target is accompanied by a distractor moving
across the receptive ﬁeld compared to the single target condition
(Recanzone, Wurtz, & Schwarz, 1997). For instance, if the target
moved in the preferred direction of the recorded neuron and the
distractor direction was 45° off, the initial response was still close
to maximal. However, if the distractor moved in opposite direction,
the response was substantially diminished. By the time of the initial saccade, the vector averaging process is replaced by a winnertakes-all mechanism; the distractor lost its inﬂuence on the executed eye movement at this time.
Although area MT is a major hub for motion processing, it is
important to note that directional selectivity is not established
the ﬁrst time in this area with respect to the processing of visual
information. There is agreement that primates do not have directionally selective ganglion cells in their retinae as rabbits, turtles,
or salamanders have. In primates, the ﬁrst directionally selective
cells in the visual system can be found in the cortical area V1
(Hawken, Parker, & Lund, 1988; Hubel & Wiesel, 1968). The frequency of directionally selective neurons in V1 (see glossary) is between 10% and 20%. It is very likely that precisely these
directionally selective neurons constitute the major projection
from V1 to MT (Movshon & Newsome, 1996). Therefore, close to
all neurons recorded from MT are directionally selective. In addition, there are projections to MT via V2 (Desimone & Ungerleider,
1986; Maunsell & van Essen, 1983) or directly from lateral geniculate nucleus (LGN) (see glossary) (Nassi, Lyon, & Callaway, 2006;
Sincich, Park, Wohlgemuth, & Horton, 2004). Especially the input
passing V2 seems to be important regarding the processing of disparity signals (Ponce, Lomber, & Born, 2008).
Many very successful pursuit models (Lisberger et al., 1987; Lisberger & Movshon, 1999) incorporate the analysis of visual acceleration signals in the early motion processing. Interestingly, the
results of a recent paper by Schlack, Krekelberg, & Albright
(2007) suggest that the sensitivity for acceleration could be traced
back to the sensitivity for the recent history of the stimulus speed.
In other words, the sensitivity for acceleration may evolve from
adaptation processes as observed in the motion after effect.
In conclusion, there is no doubt that the neuronal responses observed from area MT encode target motion relative to the retina,
i.e. within a retinal frame of reference. However, a valid question
is whether the cortical visual motion processing underlying the
execution of pursuit is ﬁnished at this level. If this would be true,
exclusively visual signals (target velocity and acceleration) would
be transmitted to the pontine nuclei (PN). In other words, only visual signals would be forwarded to the sub-cortical pursuit system.
Alternatively, there might be more cortical processing underlying
the execution of pursuit including the processing of extra-retinal
signals such as ongoing eye and head movements. In this case,
the cortical processing would not be conﬁned to retinal image motion signals.
3. Medial superior temporal area (MST)
Directionally selective responses are not restricted to area MT.
The neighboring medial superior temporal area (MST) contains
two sub-areas which are also characterized by a very high degree
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Fig. 3. Mean horizontal and vertical eye velocity of a human subject. The subject was asked to track a leftward moving contour (length 20°) at three different orientations.
Part a shows the horizontal velocity, b gives the vertical velocity. Note that in case of the vertical contour (0°), no vertical eye velocity was generated. However, if the contour
is tilted clockwise ( 45°), the eyes initially moved upward, in case of counterclockwise tilt (+45°), the eyes moved downward.

of directionally selective visual neurons. It is important to note that
both sub-areas contain a complete representation of the contralateral visual ﬁeld (Komatsu & Wurtz, 1988). First, the lateral part of
neighboring area MST (=MSTl) located mainly in the fundus of the
superior temporal sulcus seems to contain the explicit representation of object motion in world-centered coordinates (Ilg et al.,
2004) foreseen by ‘‘non-retinal” models of smooth pursuit (Dicke
& Thier, 1999; Robinson et al., 1986). World-centered coordinates
allow the location of an object independent of the actual eye and
head position of the observer (see Box 3). The same result was obtained from the analysis of brief global motion pulses during maintained pursuit: the responses recorded from MST reﬂected motionin-space whereas responses recorded from MT reﬂected retinal im-

age motion (Inaba, Shinomoto, Yamane, Takemura, & Kawano,
2007). The motion-in-space signals are carried by MSTl visual
tracking (VT-) neurons which are multimodal neurons sensitive
to retinal image slip, to slow eye movements as well as to slow
head movements with identical preferred directions (Ilg & Thier,
2003; Thier & Erickson, 1992). The notion that these three inputs
might be used to reconstruct the movement of an object in
world-coordinates is supported by the observation that their discharge persists, when movement of the object is compensated by
eye and/or head movements, stabilizing the object image on the
retina. This world-centered representation of object motion may
be advantageous for a number of functions beyond the programming of smooth pursuit. However, its role in smooth pursuit is
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clearly demonstrated by the fact that lesions of MSTl cause an ipsiversive smooth pursuit deﬁcit that can be replicated by ‘‘lesioning”
a VT-neuron-like layer in a model generating smooth combined
eye and head pursuit movements (Dicke & Thier, 1999).
Box 3. Frame of references
In vision, the input is conﬁned to a retinal frame of reference. The fovea represents the origin of this frame of reference.
This frame might be important for the generation of eye movements. However, every eye movement produces an update of
this coordinate system. Somatosensory information is coded
with respect to the body surface. The localization of a sound
source is performed within a head-centered frame of reference. In general, for the localization of an object in space—to
serve as a target for a hand movement for instance—the actual
input frame of reference has to be transformed to an external
frame of reference. This transformation is achieved for instance by a combination of retinal information and information of eye and head position.

Similar to area MT, artiﬁcial activation of MSTl by means of intra-cortical micro-stimulation is able to modify ongoing smooth
pursuit (Ilg & Schumann, 2007; Komatsu & Wurtz, 1989). If pursuit
is directed in the preferred direction of the stimulated site in MST,
stimulation elicits an acceleration of eye velocity, if pursuit is directed in the non-preferred direction eye velocity decelerates (Ilg
& Schumann, 2007). Lesions in MST produce an ipsiversive deﬁcit
in steady-state pursuit (Dursteler & Wurtz, 1988; Dursteler, Wurtz,
& Newsome, 1987; Ilg & Schumann, 2007; Yamasaki & Wurtz,
1991). Moreover, the effects of artiﬁcial manipulations of the neuronal activity in MSTl are not conﬁned to smooth pursuit. The execution of goal-directed hand movements elicited by a moving
target is also affected by these manipulations (Ilg & Schumann,
2007).
Second, pursuit-related responses can also be found in the dorsal part of area MST (=MSTd) located mainly in the anterior bank of
the superior temporal sulcus. The discharge of these neurons follows smooth pursuit onset by more than 50 ms (Newsome, Wurtz,
& Komatsu, 1988), precluding a major role in pursuit initiation,
while in principle being compatible with a contribution to pursuit
maintenance (see glossary). Some neurons display similar extraretinal responses as observed in MSTl (Ono & Mustari, 2006). However, the fact that these neurons are embedded in a visual network
for the analysis of optic ﬂow (Duffy & Wurtz, 1991) may be more
suggestive of a role in the elimination of eye movement induced
ﬂow components from the optic ﬂow ﬁeld, thereby facilitating
the extraction of heading direction (Bradley, Maxwell, Andersen,
Banks, & Shenoy, 1996; Duffy & Wurtz, 1991). In doing so, MSTd
neurons seem to be able to compensate their focus tuning functions for different translational speeds (Lee, Pesaran, & Andersen,
2007). Neurons whose onset follows that of the eyes have also been
reported in MSTl (Ilg & Thier, 2003). However, un-like typical MSTl
VT-neurons, which lead pursuit onset by approximately 50 ms, this
latter group is sensitive to eye position, rather than velocity (Ilg &
Thier, 2003).

4. Frontal eye ﬁeld (FEF)
The frontal eye ﬁeld (FEF) (see glossary) is part of the cytoarchitecturally deﬁned Brodmann area 8 and contains a representation of saccades as well as of smooth pursuit. Saccades are represented in the anterior bank of the arcuate sulcus and the transition
zone to neighboring superﬁcial cortex (Bruce & Goldberg, 1985).

On the other hand, smooth pursuit is represented deeper in the
posterior bank and the fundus of the arcuate sulcus, roughly at
the level of the principle sulcus (Gottlieb, MacAvoy, & Bruce,
1994). Here, we focus on the pursuit-related sub-area of FEF. Micro-stimulation experiments indicate that the pursuit representation in the FEF is involved in setting the gain (see glossary) of the
pursuit eye movement (Tanaka & Lisberger, 2002) and single-unit
recordings suggest that this area plays a role in predicting target
trajectories (Fukushima, Yamanobe, Shinmei, & Fukushima,
2002a), while not contributing to pursuit adaptation (Chou & Lisberger, 2004). The analysis of the dynamic covariations of neural
and pursuit responses in FEF revealed that a few FEF neurons are
sufﬁcient to drive pursuit (Schoppik, Nagel, & Lisberger, 2008).
The majority of FEF pursuit neurons encode pursuit trajectories
along speciﬁc trajectories in 3D (Fukushima et al., 2002b), i.e. they
are not restricted to the two complementary reference frames of a
vergence (movement in depth) and a conjugate pursuit system
(movement in the frontoparallel plane), dominating pursuit-related responses in the sub-cortical centers for pursuit and in area
MST (Akao, Mustari, Fukushima, Kurkin, & Fukushima, 2005). However, when these neurons are tested during different static roll-tilt
positions, the pursuit activity was not affected by this manipulation suggesting that these neurons use a head or trunk-centered
frame of reference (Kurkin, Akao, Fukushima, & Fukushima, 2007).
Similar to the pursuit-related activity recorded from MSTl, the
pursuit-related responses from FEF not only reﬂect the processing
of visual motion signals, but also contain extra-retinal signals related to the ongoing eye movements. As Fig. 4a documents, the
population response recorded from 46 visual tracking neurons during the pursuit of a real target (hour glass of 20° height) a6re not
different to those recorded during pursuit of an imaginary target
(same hour glass with blanked center). Note that during pursuit
of the imaginary target, there was no visual stimulation within
the blanked central 12° of visual ﬁeld. Therefore, the observed
activity in this condition clearly indicates the presence of eye
movement related signals.
The latency of the pursuit-related activity shown in Fig. 4a is in
the range between 80 and 90 ms. This is very similar to the shortest values reported by others (Akao, Saito, Fukushima, Kurkin, &
Fukushima, 2007). The latencies of the neuronal responses are
clearly shorter than the observed eye movement latencies. As
Fig. 4b shows, the population responses to preferred and non-preferred pursuit direction are signiﬁcantly different just from their
onset. Interestingly, there is a slight increase in activity during
the initial 500 ms ﬁxation interval in each experimental condition.
Since the direction of target movement in each trial was randomized, the monkeys could not anticipate in which direction the target would move, but they could anticipate that a moving target
would appear. There are two indications of anticipation in the population responses shown in Fig. 4. First, there is a slight increase of
ﬁring rate during initial ﬁxation which is independent of the direction and type of target movement. Second, the ﬁring of the neurons
became regular before target motion onset as the drop of the Fano
factor (see glossary) shown in Fig. 4c shows.
In order to further examine the contributions of the FEF to anticipatory smooth pursuit, we tested these neurons in a paradigm that
enables the monkey to predict the appearance of a moving target. As
noted earlier, the lag of pursuit initiation can be avoided if the onset
of target motion is predictable. Fig. 5 shows the initiation of visuallyguided pursuit (Fig. 5a), in a condition in which the appearance of the
moving target was predictable (Figs. 5c and d) and in a control condition without this possibility (Fig. 5b). The pursuit-related activity
recorded from FEF reﬂects the amount of prediction. This response
is selective for the predicted direction of target motion. If the monkey predicts movement in the non-preferred direction, the neuronal
activity remains at spontaneous level.
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Finally, the neuronal activity from FEF is not only important for
the generation of smooth pursuit, but is also able to explain motion-induced errors in goal-directed behavior. If saccades have to
be directed towards a moving target, the saccade amplitude is
adapted to target velocity. The inﬂuence of motion signals on saccade amplitude can be mimicked by micro-stimulation in FEF in
the absence of visual motion signals (Schafer & Moore, 2007).
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Speaking more generally, the projections from FEF to other cortical
areas may represent the substrate of shifting the spotlight of attention (Armstrong & Moore, 2007).
5. Supplementary eye ﬁeld (SEF)
Similar to the FEF, the supplementary eye ﬁeld (SEF) (see
glossary) of the frontal lobe is primarily associated with the execution of saccades. As the results of recent studies imply, its
most prominent function seems to be a monitor of saccade performance (Stuphorn & Schall, 2006; Stuphorn, Taylor, & Schall,
2000). However, pursuit-related neurons with predictive discharge have also been observed in the SEF (Missal & Heinen,
2004). In addition, the activity recorded from SEF is able to
bridge occluded parts of the target trajectory. If the monkey performed an ‘‘‘” task, the neuronal activity coded for the invisible
target trajectory (Kim, Badler, & Heinen, 2005). As yet, the anatomical location of these very different responses within the entire SEF has not been worked out in detail.

6. Intra-parietal sulcus
Within the intra-parietal sulcus, two different areas might be
involved in the generation of smooth pursuit. Firstly, the lateral
intra-parietal area LIP, probably corresponding to Ferrieŕs parietal eye ﬁeld (Ferrier, 1876), which is the major saccade representation in posterior parietal cortex. However, pursuit-related
activity was also observed in this area (Bremmer, Distler, & Hoffmann, 1997). Different to the pursuit-related activity recorded
from the other cortical areas, this activity seems to code mainly
for eye position, not for eye velocity. Much earlier, visual tracking neurons were recorded from the adjacent area 7, which is located anterior to LIP on the adjacent gyrus (Lynch, Mountcastle,
Talbot, & Yin, 1977). Eye position responses were also recently
reported from the medial part of area 7 (Rafﬁ, Squatrito, & Maioli, 2007). These responses have quite long latencies in common
with the eye position sensitive responses from MST. Long latencies make it impossible that these neurons contribute to the
generation of smooth pursuit. Instead, these late responses might
serve another purpose: the perceptual compensation of self-induced retinal motion signals. As explained earlier, stationary per-

3
Fig. 4. Population response of FEF neurons elicited by pursuit of a real and
imaginary target. Part a shows the population response of 46 neurons recorded
from three hemispheres of two monkeys (Macaca mulatta). The vertical dashed
black line at 500 ms represents the onset of target movement. As the legend
indicates, the population responses during pursuit of real target in preferred and
non-preferred (null) direction is displayed together with the responses during
pursuit of the imaginary target in both directions. Statistical testing of each
neuron’s response conﬁrmed that the response during pursuit of the real and
imaginary target, respectively, was not signiﬁcant. However, passive visual stimulation during ﬁxation with the imaginary target did not drive these neurons. In
addition, the mean latency of the neuronal responses (dotted) and the eye
movements (solid) are indicated by the vertical lines, black represents latencies
due to the real target and grey gives the latencies elicited by the imaginary target.
Neither the differences in eye movement latencies (120 ms for real and 115 ms for
imaginary target) nor the difference in neuronal response latencies (84 ms for real
and 88 ms for imaginary target) obtained during tracking of the real and imaginary
target are signiﬁcant (p > 0.5 t-test). Part b gives the p values resulting from binwise t-test of population responses as indicated by the legend. The dotted
horizontal line represents 0.05. Note that only the difference between activity
during pursuit in preferred and non-preferred direction was signiﬁcant, independent of the type of target. Part c shows the mean Fano Factors across the 46 VTneurons during pursuit of the real and imaginary target in preferred direction. The
Fano Factor is deﬁned as variance of spike count within a running 300 ms window
across all trials divided by its mean. Therefore, this factor is not deﬁned for the ﬁrst
and last 150 ms of the data record. The Fano Factor is a measure of the regularity of
the ﬁring; a small factor indicates regular ﬁring.
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Fig. 5. Anticipatory responses from FEF in various conditions. In the visual condition (a), the pursuit target was constantly visible. In all other condition, there was a gap of
500 ms without any visual stimulation (marked by the light grey bar). In the control condition (b), the direction of target movement was randomized. In the predictive
condition (c and d), the target moved in all trials in the same direction. Mean eye position together with its standard deviation is shown for each condition. V500 (speciﬁed in
each condition in (°)/s) denotes the mean eye velocity during a 100 ms interval just before the target becomes visible (marked by the dark grey bar). Note the increase in
activity during the gap in the predictive condition in preferred direction (c). This increase is speciﬁc for the direction of predicted target movement since it is absent if the
monkey predicted target movement in the non-preferred direction (d).

ception despite eye movements can be explained by a comparison of the raw global motion signal with an expectation of the
visual consequences of the eye movement (Haarmeier et al.,
2001).
Secondly, pursuit related activity is also reported from the
ventral part of the intra-parietal sulcus (VIP) (Colby, Duhamel,
& Goldberg, 1993; Schlack, Hoffmann, & Bremmer, 2003). Since
many neurons in this area are somatosensory responsive with
facial receptive ﬁelds, area VIP is thought to represent the near
space. As a consequence, these pursuit-related responses are
tuned to rather high velocities (Schlack et al., 2003). The angular velocity of a target moving in the near space is higher as
the angular velocity of a target moving in the distance.
After having presented all these different cortical areas most
likely involved in the initiation and maintenance of smooth pursuit, the question appears how the information reaches the extra-ocular moto-neurons in the brainstem. The moto-neurons,
which are responsible for the proper eye movement, are located
in the three nuclei of the III IV and VI cranial nerves. It is important
to note that saccades as well as smooth pursuit are achieved by the
same motor units. The ﬁring rate determines eye position and
velocity. Most likely, the link of these cortical areas to the ocular
motor system is the cortical projection to the pontine nuclei. As already mentioned, it seems less likely that only signals originating
from MT are used to generated smooth pursuit eye movements.
All the evidence presented above indicates that the execution of
pursuit depends critically on additional cortical areas and not only
on area MT.

7. Sub-cortical processing I: pretectum
The pretectum and the accessory optic system are important
areas for the execution of the optokinetic reﬂex (OKR) in all vertebrates. This reﬂex is triggered by global motion of the entire environment and helps to stabilize the retinal image. Note that OKR is
very different from smooth pursuit which is only executed if a
small moving target is voluntarily tracked. Neurons recorded from
the nucleus of the optic tract (NOT) are active during OKR and
smooth pursuit (Ilg & Hoffmann, 1996; Mustari & Fuchs, 1989).
In primates, the NOT receives mainly cortical input (Hoffmann,
Distler, & Ilg, 1992; Ilg & Hoffmann, 1993). So although OKR and
pursuit are very different types of eye movements, there is overlap
with respect to the underlying neuronal substrate.
8. Sub-cortical processing II: superior colliculus
Before discussing the role of the pontine nuclei, another subcortical structure with potential relevance for smooth pursuit has
to be introduced. It is well established that the superior colliculus
(see glossary) plays a major role in the generation of saccades
(Sparks, 2002). Although the visual responses of neurons recorded
from the SC do not express directionality, a hallmark of visual motion processing, this structure might also contribute to smooth
pursuit. Recent work has shown that pursuit initiation is tightly
connected to the programming of the initial saccade which removes the residual position error due to latency of visual motion
processing. Both processes are dependent of the activity in the ros-
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tral pole of the SC (Carello & Krauzlis, 2004; Krauzlis, Liston, & Carello, 2004).
9. Sub-cortical processing III: pontine nuclei in the brainstem
The dorsal pontine nuclei are the major recipients of efferent’s
originating from the parieto-occipital and frontal areas contributing to smooth pursuit but also from those parts of cerebral cortex
involved in saccades (Boussaoud, Desimone, & Ungerleider, 1992;
Fries, 1990; Giolli et al., 2001; Huerta, Krubitzer, & Kaas, 1986;
Leichnetz, 2001; Leichnetz & Gonzalo-Ruiz, 1996; May & Andersen,
1986; Shook, Schlag-Rey, & Schlag, 1990; Stanton, Goldberg, &
Bruce, 1988). A second, in quantitative terms less important source
of oculomotor input to the dorsolateral pontine nucleus (DLPN)
(see glossary) is the aforementioned superior colliculus (Harting,
1977), whose projections are largely conﬁned to the dorsolateral
pontine nucleus. Almost one half of the neurons in the dorsal pontine nuclei of monkey’s exhibit signals relevant for smooth pursuit
or saccades in about equal numbers (Dicke, Barash, Ilg, & Thier,
2004). In contrast to early reports, which emphasized a speciﬁc
role of the dorsolateral pontine nucleus in smooth pursuit, pursuit
related signals have also been observed in the intermediate and
medial parts of the dorsal pontine nuclei. By the same token saccade-related activity can be found throughout the whole dorsal
pontine nuclei (Dicke et al., 2004). The causal role of pursuit-related neurons in the dorsolateral parts of the PN has been established by lesion experiments (Gaymard, Pierrot-Deseilligny,
Rivaud, & Velut, 1993; May, Keller, & Suzuki, 1988; Thier, Bachor,
Faiss, Dichgans, & Koenig, 1991), as yet not available for the more
medial parts of the dorsal PN. In general, the response features of
oculomotor PN neurons are diverse, in many cases reminiscent of
the different types of pursuit or saccade-related neurons described
in cerebral cortex. The anatomical organization of the cortico-pontine projection is characterized by divergence, with multiple and
disparate patches of axon terminals labelled from distinct cortical
and sub-cortical locations. Moreover, patches labelled from disparate locations lack signiﬁcant overlap (Schwarz & Thier, 1999).
Hence, one would expect that streams of oculomotor signals having distinct cerebro-cortical and collicular sources should remain
separated at the level of the PN. However, contrary to this expectation, the existence of a considerable population of neurons sensitive to smooth pursuit as well as to saccades (Dicke et al., 2004),
not found at the level of cerebral cortex, suggests substantial functional convergence. The basis of this functional convergence remains unknown. In any case, it is likely that it underlies the
shared sensitivities exhibited by many oculomotor Purkinje cells
in the posterior vermis and the ﬂocculus/paraﬂocculus (Leung,
Suh, & Kettner, 2000; Suzuki & Keller, 1988), the major recipients
of projections from the dorsal pontine nuclei. Another feature that
distinguishes neurons in the dorsal PN from those of their input in
cerebral cortex is the fact that only a minority of them exhibit a
clear preference for the direction or velocity of the pursuit eye
movement. Many more show sensitivity to eye velocity as well
as to eye position with individually varying weights (Dicke et al.,
2004; Ono, Das, Economides, & Mustari, 2005). An integration of
position and velocity signals on the level of individual cells has also
been observed in the ﬂocculus/paraﬂocculus (Leung et al., 2000)
and the posterior vermis (Haas, Dicke and Thier, unpublished
observation). Finally, the earlier described ability to adapt pursuit
initiation to constant changes in target velocity was impaired if
DLPN was transiently lesioned by muscimol injections, at least
for ipsiversive target movements (Ono & Mustari, 2007).
Another source of pursuit-related activity for the cerebellum is
the nucleus reticularis tegmenti pontis (NRTP), located in the pontine brain stem close to the midline and dorsal to the PN. Although
in general less dominated by cerebro-cortical input, the NRTP re-
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ceives ﬁbers from both the lateral (FEF) and the dorsomedial eye
ﬁeld (SEF) (Huerta et al., 1986; Leichnetz & Gonzalo-Ruiz, 1996;
Leichnetz, Smith, & Spencer, 1984; Shook et al., 1990; Stanton et
al., 1988) in addition to a substantial input from the superior colliculus. On the other hand, input from the parietal centers of
smooth pursuit seems to be very weak at best (Giolli et al., 2001;
Leichnetz et al., 1984). The NRTP projects to several cerebellar regions involved in eye movements, among them the two major representations of smooth pursuit eye movements, the ﬂocculus/
paraﬂocculus complex and the posterior vermis (Glickstein et al.,
1994; Nagao, Kitamura, Nakamura, Hiramatsu, & Yamada, 1997;
Thielert & Thier, 1993). In general, visual and oculomotor activity
seems to be concentrated in the more medial region of the NRTP
with a preponderance of pursuit-related neurons in the more rostral parts (rNRTP) (Ono, Das, & Mustari, 2004; Suzuki, Yamada, &
Yee, 2003) and a prevalence of saccade related and eye position related neurons as well as neurons related to vergence and ocular
accommodation in its more caudal and dorsal segment (cNRTP)
(Crandall & Keller, 1985; Gamlin & Clarke, 1995; Suzuki et al.,
2003). A distinction between the oculomotor roles of the rostral
and the caudal NRTP is also supported by micro-stimulation studies: stimulation of the rNRTP evokes slow, pursuit-like eye movements, whereas stimulation of the cNRTP elicits saccades
(Yamada, Suzuki, & Yee, 1996). The fact that pursuit-related neurons in the rNRTP show a strong inﬂuence of eye acceleration,
not observed in the dorsal pontine nuclei, may point to a prominent role in pursuit-initiation (Ono et al., 2005).
10. Cerebellum
The cerebellum (see glossary) deploys at least two areas for the
processing of signals relevant for smooth pursuit, the ﬂocculus/
paraﬂocculus complex and the posterior vermis, including lobuli
VI and VII and adjoining parts of the caudal vermis. Rather than
expressing redundancy, this multiplicity of cerebellar pursuit representations probably reﬂects the need to process pursuit related
signals for different purposes and under different constraints. Pursuit-related information in the ﬂocculus/paraﬂocculus complex
may be primarily required for the coordination of vestibular reﬂexes with pursuit behavior as during head unrestrained eye-head
pursuit (Rambold, Churchland, Selig, Jasmin, & Lisberger, 2002).
Signals from the ﬂocculus/paraﬂocculus complex access ocular
moto-neurons via a direct projection to eye-head neurons in the
vestibular nuclei (Roy & Cullen, 2003). Interestingly, there is a
strong correlation between trial-by-trial variation of simple spike
activity of ﬂoccular Purkinje cells and eye movement parameters
(Medina & Lisberger, 2007). The observed eye position, velocity
and acceleration values of individual trials are fed into a model
generating a predicted ﬁring rate on the base of the eye movements. These predicted ﬁring rates correlate very well with the observed ﬁring rates. On the other hand, the primary role of the
second pursuit representation in vermal lobuli VI and VII (posterior
vermis) seems to be the parametric adjustment of early open-loop
smooth pursuit. It is important to note that the activity of some
Purkinje cells in the posterior vermis is related to the execution
of pursuit, not to the execution of saccades (Nitta, Akao, Kurkin,
& Fukushima, 2008). The involvement in the parametric adjustment is indicated by the deﬁcits resulting from posterior vermal lesions which are considerably stronger for the open loop than for
the later closed loop portion of pursuit. Moreover, they also involve
an impairment of pursuit adaptation (Takagi, Zee, & Tamargo,
2000). The fact that the extent of the pursuit adaptation deﬁcit parallels that of a concomitant saccade adaptation deﬁcit suggests a
tight conjunction of the neuronal operations underlying these
two forms of learning in the vermis, both possibly inﬂuenced by
a common motor error signal. Most probably, the common neuro-
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nal substrates are P-cells, exhibiting responses to both saccades
and smooth pursuit, which occur in substantial number intermingled with saccade and pursuit only P-cells (Suzuki & Keller, 1988)
(Haas, Dicke and Thier, unpublished observation).
Pursuit-related information reaches the moto-neurons of the
extra-ocular muscles located in the brainstem tegmentum via the
caudal fastigial nucleus (Fuchs, Robinson, & Straube, 1994; Robinson, Straube, & Fuchs, 1997). Whether this pursuit pathway inﬂuences moto-neurons via the vestibular nuclei, known to receive
input from different parts of the fastigial nuclei (Batton, Jayaraman,
Ruggiero, & Carpenter, 1977), remains to be shown.
11. Conclusions and further research directions
The execution of smooth pursuit is tightly connected to the
processing of visual motion. Early visual motion processing in
primates is achieved by directionally selective neurons in area
V1. Visual motion processing is condensed in area MT. Subsequently, the processing in areas MST, FEF, SEF, VIP, and LIP involves extra-retinal signals such as eye and head movement
signals, predictive signals (see also chapter by Barnes) as well
as movements of the spotlight of attention. All these cortical
areas provide input, most likely a signal which describes target
movement in an external frame of reference, to the pontine nuclei. The pons transmits the information to the cerebellum. The
cerebellum is the site of motor learning such as the adaptation
of pursuit initiation and the coordination of pursuit with eye
movements elicited by head movements. Finally, the cerebellar
output is directed towards the extra-ocular moto-neurons located in the III, IV, and VI cranial nuclei in the brainstem.
Due to numerous monkey studies presented in the review, the
picture of the neuronal substrate underlying smooth pursuit is
quite complete. Future research directions might focus on the following issues: First, the inﬂuence of cognitive signals on pursuit
performance, especially the comparison between the human and
monkey oculomotor behavior, is still not completely disclosed.
Which areas in the primate brain process exclusively visual information, which areas are involved in the processing of cognitive signals? Second, we just begin to understand the overlap in the
neuronal substrate underlying the execution of saccades and pursuit. Dorsal pontine nuclei and SC are brainstem structures which
might contribute to the execution of both types of eye movements.
Third, the analysis of trial-to-trial variability of the eye movements
and the neuronal responses together with the analysis of the regularity of the elicited ﬁring pattern will allow more detailed description of the speciﬁc contributions of a given area.
Acknowledgment
We thank Suryadeep Dash, Ulrich Biber, and Sylvana Freyberg
for the data taken from their PhD projects.
References
Akao, T., Mustari, M. J., Fukushima, J., Kurkin, S., & Fukushima, K. (2005). Discharge
Characteristics of Pursuit Neurons in MST during vergence eye movements.
Journal of Neurophysiology, 93, 2415–2434.
Akao, T., Saito, H., Fukushima, J., Kurkin, S., & Fukushima, K. (2007). Latency of
vestibular responses of pursuit neurons in the caudal frontal eye ﬁelds to whole
body rotation. Experimental Brain Research, 177, 400–410.
Allman, J. M., & Kaas, J. H. (1971). A representation of the visual ﬁeld in the caudal
third of the middle tempral gyrus of the owl monkey (Aotus trivirgatus). Brain
Research, 31, 85–105.
Armstrong, K. M., & Moore, T. (2007). Rapid enhancement of visual cortical response
discriminability by microstimulation of the frontal eye ﬁeld. Proceedings of the
National Academy of Science of the United States of America, 104, 9499–9504.
Batton, R. R., III, Jayaraman, A., Ruggiero, D., & Carpenter, M. B. (1977). Fastigial
efferent projections in the monkey: an autoradiographic study. The Journal of
Comparative Neurology, 174, 281–306.

Blohm, G., Missal, M., & Lefevre, P. (2005). Direct evidence for a position input to the
smooth pursuit system. Journal of Neurophysiology, 94, 712–721.
Born, R. T., Pack, C. C., Ponce, C. R., & Yi, S. (2006). Temporal evolution of twodimensional direction signals used to guide eye movements. Journal of
Neurophysiology, 95, 284–300.
Boussaoud, D., Desimone, R., & Ungerleider, L. G. (1992). Subcortical connections of
visual areas MST and FST in macaques. Visual Neuroscience, 9, 291–302.
Bradley, D. C., Maxwell, M., Andersen, R. A., Banks, M. S., & Shenoy, K. V. (1996).
Mechanisms of heading perception in primate visual cortex. Science, 273,
1544–1547.
Bremmer, F., Distler, C., & Hoffmann, K. P. (1997). Eye position effects in monkey
cortex II. Pursuit- and ﬁxation-related activity in posterior parietal areas LIP and
7A. Journal of Neurophysiology, 77, 962–977.
Bridgeman, B., Deubel, H., & Haarmeier, T. (1999). Perception and oculomotor
behavior in a patient who cannot compensate for eye movements. IOVS, 40, 380.
Bruce, C. J., & Goldberg, M. E. (1985). Primate frontal eye ﬁelds I Single neurons
discharging before saccades. Journal of Neurophysiology, 53(3), 603–635.
Carello, C. D., & Krauzlis, R. J. (2004). Manipulating intent: evidence for a causal role
of the superior colliculus in target selection. Neuron, 43, 575–583.
Case, G. R., & Ferrera, V. P. (2007). Coordination of smooth pursuit and saccade
target selection in monkeys. Journal of Neurophysiology, 98, 2206–2214.
Chou, I. H., & Lisberger, S. G. (2004). The role of the frontal pursuit area in learning in
smooth pursuit eye movements. The Journal of Neuroscience, 24, 4124–4133.
Colby, C. L., Duhamel, J. R., & Goldberg, M. E. (1993). Ventral intraparietal area of the
macaque: anatomic location and visual response properties. Journal of
Neurophysiology, 69(3), 902–914.
Crandall, W. F., & Keller, E. L. (1985). Visual and oculomotor signals in nucleus
reticularis tegmenti pontis in alert monkey. Journal Neurophysiology, 54,
1326–1345.
Desimone, R., & Ungerleider, L. G. (1986). Multiple visual areas in the caudal
superior temporal sulcus of the macaque. The Journal of Comparative Neurology,
248, 164–189.
Dicke, P. W., Barash, S., Ilg, U. J., & Thier, P. (2004). Single-neuron evidence for a
contribution of the dorsal pontine nuclei to both types of target-directed eye
movements, saccades and smooth-pursuit. The European Journal of Neuroscience,
19, 609–624.
Dicke, P. W., & Thier, P. (1999). The role of cortical area MST in a model of combined
smooth eye-head pursuit. Biological Cybernetics, 80, 71–84.
Dubner, R., & Zeki, S. M. (1971). Response properties and receptive ﬁelds of cells in
an anatomically deﬁned region of the superior temporal sulcus in the monkey.
Brain Research, 35, 528–532.
Duffy, C. J., & Wurtz, R. H. (1991). Sensitivity of MST neurons to optic ﬂow stimuli I.
A continuum of response selectivity to large-ﬁeld stimuli. Journal of
Neurophysiology, 65, 1329–1345.
Dursteler, M. R., & Wurtz, R. H. (1988). Pursuit and optokinetic deﬁcits following
chemical lesions of cortical areas MT and MST. Journal of Neurophysiology, 60,
940–965.
Dursteler, M. R., Wurtz, R. H., & Newsome, W. T. (1987). Directional pursuit deﬁcits
following lesions of the foveal representation within the superior temporal
sulcus of the macaque monkey. Journal of Neurophysiology, 57, 1262–1287.
Ferrier, D. (1876). The functions of the brain. London: Smith, Elder & Co.
Filehne, W. (1922). Ueber das optische Wahrnehmen von Bewegungen. Z
Sinnesphysiol, 53, 134–145.
Freyberg, S., & Ilg, U. J. (2007). Anticipatory smooth-pursuit eye movements in man
and monkey. Experimental Brain Research.
Fries, W. (1990). Pontine projection from striate and prestriate visual cortex in the
macaque monkey: an anterograde study. Visual Neuroscience, 4, 205–216.
Fuchs, A. F., Robinson, F. R., & Straube, A. (1994). Participation of the caudal fastigial
nucleus in smooth-pursuit eye movements I. Neuronal activity. Journal of
Neurophysiology, 72, 2714–2728.
Fukushima, K., Yamanobe, T., Shinmei, Y., & Fukushima, J. (2002a). Predictive
responses of periarcuate pursuit neurons to visual target motion. Experimental
Brain Research, 145, 104–120.
Fukushima, K., Yamanobe, T., Shinmei, Y., Fukushima, J., Kurkin, S., & Peterson, B. W.
(2002b). Coding of smooth eye movements in three-dimensional space by
frontal cortex. Nature, 419, 157–162.
Furman, M., & Gur, M. (2003). Self-organizing neural network model of motion
processing in the visual cortex during smooth pursuit. Vision Research, 43,
2155–2171.
Gamlin, P. D., & Clarke, R. J. (1995). Single-unit activity in the primate nucleus
reticularis tegmenti pontis related to vergence and ocular accommodation.
Journal of Neurophysiology, 73, 2115–2119.
Gardner, J. L., & Lisberger, S. G. (2001). Linked target selection for saccadic and
smooth pursuit eye movements. The Journal of Neuroscience, 21, 2075–2084.
Gaymard, B., Pierrot-Deseilligny, C., Rivaud, S., & Velut, S. (1993). Smooth pursuit
eye movement deﬁcits after pontine nuclei lesions in humans. Journal of
Neurology, Neurosurgery, and Psychiatry, 56, 799–807.
Giolli, R. A., Gregory, K. M., Suzuki, D. A., Blanks, R. H. I., Lui, F., & Betelak, K. F.
(2001). Cortical and subcortical afferents to the nucleus reticularis tegmenti
pontis and basal pontine nuclei in the macaque monkey. Visual Neuroscience, 18,
725–740.
Glickstein, M., Gerrits, N., Kralj-Hans, I., Mercier, B., Stein, J., & Voogd, J. (1994).
Visual pontocerebellar projections in the macaque. The Journal of Comparative
Neurology, 349, 51–72.
Gottlieb, J. P., MacAvoy, M. G., & Bruce, C. J. (1994). Neural responses related to
smooth-pursuit eye movements and their correspondence with elicited smooth

Please cite this article in press as: Ilg, U. J. & Thier, P. The neural basis of smooth pursuit eye movements in the rhesus monkey brain. Brain
and Cognition (2008), doi:10.1016/j.bandc.2008.08.014

ARTICLE IN PRESS
U.J. Ilg, P. Thier / Brain and Cognition xxx (2008) xxx–xxx
eye movements in the primate frontal eye ﬁeld. Journal of Neurophysiology,
72(4), 1634–1653.
Groh, J. M., Born, R. T., & Newsome, W. T. (1997). How is a sensory map read Out?
Effects of microstimulation in visual area MT on saccades smooth pursuit eye
movements. The Journal of Neuroscience, 17, 4312–4330.
Haarmeier, T., Bunjes, F., Lindner, A., Berret, E., & Thier, P. (2001). Optimizing visual
motion perception during eye movements. Neuron, 32, 527–535.
Haarmeier, T., & Thier, P. (1999). Impaired analysis of moving objects due to
deﬁcient smooth pursuit eye movements. Brain, 122, 1495–1505.
Harting, J. K. (1977). Descending pathways from the superior colliculus: an
autoradiographic analysis in the rhesus monkey (Macaca mulatta). The Journal
of Comparative Neurology, 173, 583–612.
Hawken, M. J., Parker, A. J., & Lund, J. S. (1988). Laminar organization contrast
sensitivity of direction-selective cells in the striate cortex of the old World
monkey. The Journal of Neuroscience, 8, 3541–3548.
Hoffmann, K. P., Distler, C., & Ilg, U. (1992). Callosal and superior temporal sulcus
contributions to receptive ﬁeld properties in the macaque monkey’s nucleus of
the optic tract and dorsal terminal nucleus of the accessory optic tract. The
Journal of Comparative Neurology, 321, 150–162.
Hubel, D. H., & Wiesel, T. N. (1968). Receptive ﬁelds and functional architecture of
monkey striate cortex. The Journal of Physiology, 195, 215–243.
Huerta, M. F., Krubitzer, L. A., & Kaas, J. H. (1986). Frontal eye ﬁeld as deﬁned by
intracortical microstimulation in squirrel monkeys, owl monkeys, and macaque
monkeys: I Subcortical connections. The Journal of Comparative Neurology, 253,
415–439.
Ilg, U. J., & Hoffmann, K. P. (1993). Functional grouping of the cortico-pretectal
projection. Journal of Neurophysiology, 70, 867–869.
Ilg, U. J., & Hoffmann, K. P. (1996). Responses of neurons of the nucleus of the optic
tract and the dorsal terminal nucleus of the accessory optic tract in the awake
monkey. The European Journal of Neuroscience, 8, 92–105.
Ilg, U. J., & Schumann, S. (2007). Primate area MST-l is involved in the generation of
goal-directed eye and hand movements. Journal of Neurophysiology, 97,
761–771.
Ilg, U. J., Schumann, S., & Thier, P. (2004). Posterior parietal cortex neurons encode
target motion in world-centered coordinates. Neuron, 43, 145–151.
Ilg, U. J., & Thier, P. (1999). Eye movements of rhesus monkeys directed towards
imaginary targets. Vision Research, 39, 2143–2150.
Ilg, U. J., & Thier, P. (2003). Visual tracking neurons in primate area MST are
activated by smooth-pursuit eye movements of an ‘‘imaginary” target. Journal of
Neurophysiology, 90, 1489–1502.
Inaba, N., Shinomoto, S., Yamane, S., Takemura, A., & Kawano, K. (2007). MST
neurons code for visual motion in space independent of pursuit eye
movements. Journal of Neurophysiology, 97, 3473–3483.
Jarrett, C. B., & Barnes, G. (2002). Volitional scaling of anticipatory ocular pursuit
velocity using precues. Brain Research Cognitive Brain Research, 14, 383–388.
Kahlon, M., & Lisberger, S. G. (1999). Vector averaging occurs downstream from
learning in smooth pursuit eye movements of monkeys. The Journal of
Neuroscience, 19, 9039–9053.
Kim, Y. G., Badler, J. B., & Heinen, S. J. (2005). Trajectory interpretation by
supplementary eye ﬁeld neurons during ocular baseball. Journal of
Neurophysiology, 94, 1385–1391.
Komatsu, H., & Wurtz, R. H. (1989). Modulation of pursuit eye movements by
stimulation of cortical areas MT and MST. Journal of Neurophysiology, 62(1),
31–47.
Komatsu, H., & Wurtz, R. H. (1988). Relation of cortical areas MT and MST to pursuit
eye movements I. Localization and visual properties of neurons. Journal of
Neurophysiology, 60, 580–603.
Krauzlis, R. J. (2005). The control of voluntary eye movements: New perspectives.
Neuroscientist, 11, 124–137.
Krauzlis, R. J., & Lisberger, S. G. (1989). A control systems model of smooth pursuit eye
movements with realistic emergent properties. Neural Computation, 1, 116–122.
Krauzlis, R. J., Liston, D., & Carello, C. D. (2004). Target selection and the superior
colliculus: Goals, choices and hypotheses. Vision Research, 44, 1445–1451.
Kurkin, S. A., Akao, T., Fukushima, J., & Fukushima, K. (2007). Activity of pursuit
neurons in the caudal part of the frontal eye ﬁelds during static roll-tilt.
Experimental Brain Research, 176, 658–664.
Lee, B., Pesaran, B., & Andersen, R. A. (2007). Translation speed compensation in the
dorsal aspect of the medial superior temporal area. The Journal of Neuroscience,
27, 2582–2591.
Leichnetz, G. R. (2001). Connections of the medial posterior parietal cortex (area
7 m) in the monkey. The Anatomical Record, 263, 215–236.
Leichnetz, G. R., & Gonzalo-Ruiz, A. (1996). Prearcuate cortex in the cebus monkey
has cortical and subcortical connections like the macaque frontal eye ﬁeld and
projects to fastigial-recipient oculomotor-related brainstem nuclei. Brain
Research Bulletin, 41, 1–29.
Leichnetz, G. R., Smith, D. J., & Spencer, R. F. (1984). Cortical projections to the
paramedian tegmental and basilar pons in the monkey. The Journal of
Comparative Neurology, 228, 388–408.
Leung, H-C., Suh, M., & Kettner, R. E. (2000). Cerebellar ﬂocculus and paraﬂocculus
purkinje cell activity during circular pursuit in monkey. Journal of
Neurophysiology, 83, 13–30.
Lindner, A., & Ilg, U. J. (2006). Suppression of optokinesis during smooth pursuit eye
movements revisited, the role of extra-retinal information. Vision Research, 46,
761–767.
Lindner, A., Schwarz, U., & Ilg, U.-J. (2001). Cancellation of self-induced retinal image
motion during smooth pursuit eye movements. Vision Research, 41, 1685–1694.

11

Lindner, A., Thier, P., Kircher, T. T., Haarmeier, T., & Leube, D. T. (2005). Disorders of
agency in schizophrenia correlate with an inability to compensate for the
sensory consequences of actions. Current Biology, 15, 1119–1124.
Lisberger, S. G., Morris, E. J., & Tychsen, L. (1987). Visual motion processing and
sensory-motor integration for smooth pursuit eye movements. Annual Review of
Neuroscience, 10, 97–129.
Lisberger, S. G., & Movshon, J. A. (1999). Visual motion analysis for pursuit eye
movements in area MT of macaque monkeys. The Journal of Neuroscience, 19,
2224–2246.
Lynch, J. C., Mountcastle, V. B., Talbot, W. H., & Yin, T. C. (1977). Parietal lobe
mechanisms for directed visual attention. Journal of Neurophysiology, 40,
362–389.
Maunsell, J. H., & van Essen, D. C. (1983). The connections of the middle temporal
visual area (MT) and their relationship to a cortical hierarchy in the macaque
monkey. The Journal of Neuroscience, 3, 2563–2586.
May, J. G., & Andersen, R. A. (1986). Different patterns of corticopontine projections
from separate cortical ﬁelds within the inferior parietal lobule nd dorsal
prelunate gyrus of the macaque. Experimental Brain Research, 63, 265–278.
May, J. G., Keller, E. L., & Suzuki, D. A. (1988). Smooth-pursuit eye movement deﬁcits
with chemical lesions in the dorsolateral pontine nucleus of the monkey.
Journal of Neurophysiology, 59(3), 952–977.
Medina, J. F., & Lisberger, S. G. (2007). Variation, signal, and noise in cerebellar
sensory-motor processing for smooth-pursuit eye movements. The Journal of
Neuroscience, 27, 6832–6842.
Missal, M., & Heinen, S. J. (2004). Supplementary eye ﬁelds stimulation facilitates
anticipatory pursuit. Journal of Neurophysiology, 92, 1257–1262.
Movshon, J. A., & Newsome, W. T. (1996). Visual response properties of striate
cortical neurons projecting to area MT in macaque monkeys. The Journal of
Neuroscience, 16, 7733–7741.
Mustari, M. J., & Fuchs, A. F. (1989). Response properties of single units in the lateral
terminal nucleus of the accessory optic system in the behaving primate. Journal
of Neurophysiology, 61(6), 1207–1220.
Nagao, S., Kitamura, T., Nakamura, N., Hiramatsu, T., & Yamada, J. (1997).
Differences of the primate ﬂocculus and ventral paraﬂocculus in the mossy
and climbing ﬁber input organization. The Journal of Comparative Neurology, 382,
480–498.
Nassi, J. J., Lyon, D. C., & Callaway, E. M. (2006). The parvocellular LGN provides a
robust disynaptic input to the visual motion area MT. Neuron, 50,
319–327.
Newsome, W. T., Wurtz, R. H., & Komatsu, H. (1988). Relation of cortical areas MT
and MST to pursuit eye movements II. Differentiation of retinal from
extraretinal inputs. Journal of Neurophysiology, 60, 604–620.
Nitta, T., Akao, T., Kurkin, S., & Fukushima, K. (2008). Involvement of the cerebellar
dorsal vermis in vergence eye movements in monkeys. Cerebral Cortex, 18,
1042–1057.
Ono, S., Das, V. E., Economides, J. R., & Mustari, M. J. (2005). Modeling of smooth
pursuit-related neuronal responses in the DLPN and NRTP of the rhesus
macaque. Journal of Neurophysiology, 93, 108–116.
Ono, S., Das, V. E., & Mustari, M. J. (2004). Gaze-related response properties of DLPN
and NRTP neurons in the rhesus macaque. Journal of Neurophysiology, 91,
2484–2500.
Ono, S., & Mustari, M. J. (2006). Extraretinal signals in MSTd neurons related to
volitional smooth pursuit. Journal of Neurophysiology, 96, 2819–2825.
Ono, S., & Mustari, M. J. (2007). Horizontal smooth pursuit adaptation in macaques
after muscimol inactivation of the dorsolateral pontine nucleus (DLPN). Journal
of Neurophysiology, 98, 2918–2932.
Pack, C. C., & Born, R. T. (2001). Temporal dynamics of a neural solution to the
aperture problem in visual area MT of macaque brain. Nature, 409, 1040–
1042.
Ponce, C. R., Lomber, S. G., & Born, R. T. (2008). Integrating motion and depth via
parallel pathways. Nature Neuroscience, 11, 216–223.
Rafﬁ, M., Squatrito, S., & Maioli, M. G. (2007). Gaze and smooth pursuit signals
interact in parietal area 7 m of the behaving monkey. Experimental Brain
Research, 182, 35–46.
Rambold, H., Churchland, A., Selig, Y., Jasmin, L., & Lisberger, S. G. (2002). Partial
ablations of the ﬂocculus and ventral paraﬂocculus in monkeys cause linked
deﬁcits in smooth pursuit eye movements and adaptive modiﬁcation of the
VOR. Journal of Neurophysiology, 87, 912–924.
Recanzone, G. H., Wurtz, R. H., & Schwarz, U. (1997). Responses of MT and MST
neurons to one and two moving objects in the receptive ﬁeld. Journal of
Neurophysiology, 78, 2904–2915.
Robinson, D. A., Gordon, J. L., & Gordon, S. E. (1986). A model of the smooth pursuit
eye movement system. Biological Cybernetics, 55, 43–57.
Robinson, F. R., Straube, A., & Fuchs, A. F. (1997). Participation of caudal fastigial
nucleus in smooth pursuit eye movements II. Effects of muscimol inactivation.
Journal of Neurophysiology, 78, 848–859.
Ron, S., Robinson, D. A., & Skavenski, A. A. (1972). Saccades and the quick phase of
nystagmus. Vision Research, 12, 2015–2022.
Roy, J. E., & Cullen, K. E. (2003). Brain stem pursuit pathways: Dissociating visual,
vestibular, and proprioceptive inputs during combined eye-head gaze tracking.
Journal of Neurophysiology, 90, 271–290.
Schafer, R. J., & Moore, T. (2007). Attention governs action in the primate frontal eye
ﬁeld. Neuron, 56, 541–551.
Schlack, A., Hoffmann, K. P., & Bremmer, F. (2003). Selectivity of macaque ventral
intraparietal area (area VIP) for smooth pursuit eye movements. Journal of
Physiology, 551, 551–561.

Please cite this article in press as: Ilg, U. J. & Thier, P. The neural basis of smooth pursuit eye movements in the rhesus monkey brain. Brain
and Cognition (2008), doi:10.1016/j.bandc.2008.08.014

ARTICLE IN PRESS
12

U.J. Ilg, P. Thier / Brain and Cognition xxx (2008) xxx–xxx

Schlack, A., Krekelberg, B., & Albright, T. D. (2007). Recent history of stimulus speeds
affects the speed tuning of neurons in area MT. The Journal of Neuroscience, 27,
11009–11018.
Schoppik, D., Nagel, K. I., & Lisberger, S. G. (2008). Cortical mechanisms of smooth
eye movements revealed by dynamic covariations of neural and behavioral
responses. Neuron, 58, 248–260.
Schwarz, C., & Thier, P. (1999). Binding of signals relevant for action: towards a
hypothesis of the functional role of the pontine nuclei. Trends in Neuroscience,
22, 443–451.
Schwarz, U., & Ilg, U. J. (1999). Asymmetry in visual motion processing. Neuroreport,
10, 2477–2480.
Shook, B. L., Schlag-Rey, M., & Schlag, J. (1990). Primate supplementary eye ﬁeld: I.
Comparative aspects of mesencephalic and pontine connections. The Journal of
Comparative Neurology, 301, 618–642.
Sincich, L. C., Park, K. F., Wohlgemuth, M. J., & Horton, J. C. (2004). Bypassing V1: A
direct geniculate input to area MT. Nature Neuroscience, 7, 1123–1128.
Sparks, D. L. (2002). The brainstem control of saccadic eye movements. Nature
Reviews Neuroscience, 3, 952–964.
Stanton, G. B., Goldberg, M. E., & Bruce, C. J. (1988). Frontal eye ﬁeld efferents in the
macaque monkey: II topography of terminal ﬁelds in midbrain and pons. The
Journal of Comparative Neurology, 271, 493–506.
Steinbach, M. J. (1976). Pursuing the perceptual rather than the retinal stimulus.
Vision Research, 16, 1371–1376.
Stuphorn, V., & Schall, J. D. (2006). Executive control of countermanding saccades by
the supplementary eye ﬁeld. Nature Neuroscience, 9, 925–931.
Stuphorn, V., Taylor, T. L., & Schall, J. D. (2000). Performance monitoring by the
supplementary eye ﬁeld. Nature, 408, 857–860.
Suzuki, D. A., & Keller, E. L. (1988). The role of the posterior vermis of monkey
cerebellum in smooth-pursuit eye movement control. II. Target velocity-related
Purkinje cell activity. Journal of Neurophysiology, 59(1), 19–40.

Suzuki, D. A., Yamada, T., & Yee, R. D. (2003). Smooth-pursuit eye-movementrelated neuronal activity in macaque nucleus reticularis tegmenti pontis.
Journal of Neurophysiology, 89, 2146–2158.
Takagi, N., Zee, D. S., & Tamargo, R. J. (2000). Effects of lesions of the oculomotor
cerebellar vermis on eye movements in primate: Smooth pursuit. Journal of
Neurophysiology, 83, 2047–2062.
Tanaka, M., & Lisberger, S. G. (2002). Enhancement of multiple components of
pursuit eye movement by microstimulation in the arcuate frontal pursuit area
in monkeys. Journal of Neurophysiology, 87, 802–818.
Thielert, C-D., & Thier, P. (1993). Patterns of projections from the pontine nuclei and
the nucleus reticularis tegmenti pontis to the posterior vermis in the rhesus
monkey: A study using retrograde tracers. The Journal of Comparative Neurology,
337, 113–126.
Thier, P., Bachor, A., Faiss, W., Dichgans, J., & Koenig, E. (1991). Imperfect visual
tracking eye movements due to an ischemic lesion of the basilar pons. Annals of
Neurology, 29, 443–448.
Thier, P., & Erickson, R. G. (1992). Responses of visual-tracking neurons from cortical
area MST-l to visual, eye and head motion. The European Journal of Neuroscience,
4, 539–553.
Wallace, J. M., Stone, L. S., & Masson, G. S. (2005). Object motion computation for the
initiation of smooth pursuit eye movements in humans. Journal of
Neurophysiology, 93, 2279–2293.
Yamada, T., Suzuki, D. A., & Yee, R. D. (1996). Smooth pursuitlike eye movements
evoked by microstimulation in macaque nucleus reticularis tegmenti pontis.
Journal of Neurophysiology, 76, 3313–3324.
Yamasaki, D. S., & Wurtz, R. H. (1991). Recovery of function after lesions in the
superior temporal sulcus in the monkey. Journal of Neurophysiology, 66,
651–673.

Please cite this article in press as: Ilg, U. J. & Thier, P. The neural basis of smooth pursuit eye movements in the rhesus monkey brain. Brain
and Cognition (2008), doi:10.1016/j.bandc.2008.08.014

