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Abstract

The study of motor planning and learning in humans has undergone a dra-
matic transformation in the 20 years since this journal’s last review of this
topic. The behavioral analysis of movement, the foundational approach for
psychology, has been complemented by ideas from control theory, computer
science, statistics, and, most notably, neuroscience. The result of this inter-
disciplinary approach has been a focus on the computational level of analy-
sis, leading to the development of mechanistic models at the psychological
level to explain how humans plan, execute, and consolidate skilled reaching
movements. This review emphasizes new perspectives on action selection
and motor planning, research that stands in contrast to the previously dom-
inant representation-based perspective of motor programming, as well as an
emerging literature highlighting the convergent operation of multiple pro-
cesses in sensorimotor learning.
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1. INTRODUCTION

This review focuses on the control of reaching, a fundamental feature of human competence,
underlying capacities as diverse as feeding and object manipulation. The organizational structure
loosely hews to the temporal structure of a goal-directed reach (Figure 1). Section 2 examines
decision-making processes involved in selecting a target, along with the planning processes that
specify the motor commands. Section 3 focuses on the execution of a movement, and how the
motor system deals with noisy performance through feedback control. In Section 4 we turn to

Action selection Movement planning Movement execution

Hmm…

Figure 1

Reaching as a multilevel process. Goal-oriented movement begins with the selection of a target from the
available options (action selection). Once a choice is defined, the system must specify the appropriate motor
commands (movement planning). Forces generated by the muscles change the orientation of the joints such
that the hand is brought to the chosen target (movement execution).
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learning, in particular, how error information is used to ensure that the motor system remains
both flexible and stable to support reaching in a broad range of contexts.

2. FROM ACTION SELECTION TO MOVEMENT PLANNING

We live in a world that is rich with appealing stimuli, presenting the sensorimotor system with a
plethora of options.How do we decide whether to take a sip of cappuccino or reach for a delicious
cookie? And, even after deciding on the goal, there remains the challenge of transforming that
decision into an appropriate movement.

2.1. Decision Making in the Motor System

The choice between a cappuccino and a cookie, like all decisions, involves a competitive process.
Over the past two decades, an interesting debate has emerged concerning the appropriate way to
characterize this competition. One view is that the motor system develops movement plans for all
options in parallel, and then executes only one of them. An alternative hypothesis proposes that
the system can prepare only a single movement at a time, so that the decision is limited to the
action selection stage.

A widely cited neurophysiological study advanced the idea of parallel (and simultaneous) move-
ment plans, at least under conditions of uncertainty about the movement goal (Cisek 2007).When
two potential targets were presented to a monkey, activity corresponding to both potential move-
ments was observed in the monkey’s dorsal premotor cortex (PMd). When a subsequent cue in-
dicated the target, the activity became limited to neurons tuned toward that target’s direction
(Figure 2a) (Cisek & Kalaska 2005). Importantly, the initial dual representation does not depend
on the appearance of multiple targets: It can be observed in response to a single stimulus that is
associated with two possible visuomotor transformation rules, for instance, reaching toward or
away from the target (Klaes et al. 2011).

Behavioral studies have provided further support for the parallel planning hypothesis. In these
studies, an initial display shows potential targets, and the participant must initiate a movement
prior to final target specification. Under such conditions, the initial movement direction corre-
sponds to a weighted average of the potential movements (Figure 2b) (Chapman et al. 2010,
Stewart et al. 2013). Consistent with the neural evidence, the behavioral results also indicate that
parallel planning is best characterized as arising at themotor rather than the sensory level (Gallivan
et al. 2017, Stewart et al. 2014). Moreover, conditions associated with multiple action options
influence behavior (e.g., by increasing reaction time and movement variability), not only under
uncertainty about the target location but also when there is ambiguity about which hand to use
(Oliveira et al. 2010, Oostwoud Wijdenes et al. 2016).

Recent evidence, however, suggests a more constrained organization within the motor system,
one in which planning is limited to a single movement. Dekleva et al. (2018) illustrated that the
bimodal neurophysiological activity described above may be an artifact of averaging across trials
in single-unit recordings. By using simultaneous recordings from multiple neurons, the authors
found that PMd activity on any given trial represented only one target (Figure 2c). Behavioral
studies have also offered a reconceptualization of the initial trajectories observed in tasks involv-
ing goal uncertainty (Wong & Haith 2017). Rather than indicating an averaging process, these
trajectories may reflect a deliberate decision regarding how to optimize performance (Hudson
et al. 2007). That is, an intermediary trajectory may be optimal to rapidly update a (single) move-
ment plan once the final goal is specified.When this option is no longer optimal—for example, by
increasing the distance between candidate targets—the occurrence of intermediate movements is
dramatically diminished (Figure 2d) (Haith et al. 2015a).
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Figure 2 (Figure appears on preceding page)

Movement planning amid uncertainty. (a) Population activity in dorsal premotor cortex (PMd) neurons. Preparatory activity is
observed in neurons tuned for movement toward the target location following onset of a target (spatial cue in top row). Activity is
bimodal when two potential targets are illuminated at the start of the trial (bottom row). This activity coalesces toward a single direction
when a secondary preparatory cue specifies the correct target (color cue) (Cisek & Kalaska 2005). (b) Movement averaging. Trajectories
follow a relatively straight path to the target when there is a single option (green and black movement paths). However, when presented
with two potential targets at movement initiation, the initial trajectory is toward a location between the two targets (blue and red)
(Chapman et al. 2010). (c) State-space representation of PMd under uncertainty. Low-dimensional neural states when a single target is
presented on either the left (red) or the right (blue). The proximity plot captures the state of the system at a given point in time when
two potential targets are present. The distance of the neural state within individual trials is biased toward either the left or right
target (along the principal axes), and rarely corresponds to an integrated position (close to the unity line). (Dekleva et al. 2018).
(d) Intermediate movements are diminished when decreasing the compatibility between the targets. A larger spatial separation between
the potential targets or introduction of virtual barriers reduces the likelihood of intermediate movements (Haith et al. 2015a).

The influence of abstract properties on behavior provides further evidence that intermediate
movements reflect high-level cognitive processes rather than emerging from the blending of mo-
tor planning processes (Song & Nakayama 2009). The probability of intermediate movements
increases when targets overlap in terms of semantics (Dale et al. 2007), phonology (Spivey et al.
2005), or even truth evaluation (McKinstry et al. 2008). These effects suggest that interference in
goal selection may promote an optimal strategy to plan an intermediate movement without com-
mitting to the final goal. A similar picture emerges from studies of bimanual coordination.While
humans are quite facile in using both hands cooperatively (e.g., in tying shoelaces), we exhibit con-
siderable difficulty when distinct goals require the production of asymmetric movements, such as
simultaneously drawing a “C” and a “U” (Ivry et al. 2004). These interference effects are not ob-
served when there is external sensory guidance (Mechsner et al. 2001, Rosenbaum et al. 2006). For
example, asymmetric bimanual movements require longer reaction times when cued symbolically,
but they exhibit negligible cost when spatial cues indicate the target locations (Diedrichsen et al.
2001).These results suggest that interference originates upstream of motor planning, for instance,
when translating the symbolic cues into actions (Derosiere et al. 2018, Klein et al. 2012).

Decisionmaking is a dynamic andmultilevel process that encompasses multiple brain networks
(Gallivan et al. 2018). It entails the evaluation of the value associated with possible options (Padoa-
Schioppa 2011), constrained by the current context. Decision-making processes continue to oper-
ate throughout the movement (Wispinski et al. 2018); we can change our minds after movement
initiation, replacing one movement with another (van den Berg et al. 2016) or rapidly aborting an
initiated movement (Verbruggen et al. 2019). It is reasonable that the optimal decision to make an
intermediate movement amid uncertainty takes advantage of our capability to move in a flexible
manner, as the ongoing behavior entails the continuous reevaluation of how our actions conform
to current goals.

2.2. Transformation of a Target Location to a Motor Plan

Once an action is chosen, a series of complex computations is required to transform that goal into
a movement plan. A core problem concerns coordinate transformations, where information ex-
tracted frommultiple sensory systems is translated into a format appropriate for motor commands
(Soechting & Flanders 1989). Visual (and perhaps olfactory) cues that signal the position of the
cup of cappuccino have to be reconciled with proprioceptive information about the current po-
sition of the arm. The resultant difference vector, the difference between the current position of
the limb and the desired position, forms the basis for a movement plan (Shadmehr &Wise 2005).
A control theory framework has been adopted to describe this coordinate transformation; this
framework builds on the concept of an internal model, a representation of an agent–environment
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interaction ( Jordan & Rumelhart 1992, Shadmehr & Krakauer 2008, Shadmehr & Mussa-Ivaldi
1994,Wolpert et al. 1995). One type of internal model is an inverse model, a controller that spec-
ifies the mapping between a kinematic representation, such as a difference vector, and a dynamic
representation, namely the motor commands and muscular forces required to produce the desired
movement.

These models make a fundamental distinction between feedback and feedforward control.
Feedback control refers to the response of the system to the sensory information that arises during
the execution of the movement, enabling online corrective changes in the motor commands to im-
prove the performance (Todorov& Jordan 2002).However, such control can be unstable, given the
delays in transmitting and processing sensory information (Miall et al. 1993, 2007). Feedforward
control refers to planning that uses another type of internal model, a forward model, that antic-
ipates the sensory consequences of the motor command. On the face of it, feedforward control
seems to demand more complicated computations. A simple feedback controller can keep issuing
new commands that follow simple algorithms, such as “get closer to target” (Braitenberg 1986).
In contrast, a feedforward controller succeeds only if the initial movement plan and commands
are accurate.

For feedforward systems, it is important to consider how the motor plan is coded. A classic
debate centers on whether the movement plan uses endpoint coding, the specification of the
desired final location of the limb (Figure 3a) (Feldman 1986, Polit & Bizzi 1979), or vector
coding, the specification of the trajectory that would transport the limb from the current posi-
tion to the desired position (Figure 3b). These two hypotheses generate different predictions in
terms of the relevance of the initial arm position for movement accuracy. Surprisingly, endpoint
accuracy is maintained when the limb position is perturbed around the time of movement ini-
tiation, even when proprioceptive feedback information is absent (Kelso & Holt 1980, Polit &
Bizzi 1979). Thus, at some level, the nervous system must specify a desired final position (van den
Dobbelsteen et al. 2001) and, by maintaining this representation, be impervious to alterations in
limb trajectory. In contrast, vector coding entails a representation of movement direction and ex-
tent, specified either in terms of hand path or in terms of muscle activity (Griffin et al. 2015, Kakei
et al. 1999), which are features correlated with activity of neurons in many regions of the motor
pathway (Fu et al. 1993, Georgopoulos et al. 1982). Behavioral evidence also shows that the initial
position impacts planning (Sainburg et al. 2003; Sober & Sabes 2003; Vindras et al. 1998, 2005).
When performing center-out reaching movements, the endpoint locations exhibit a variability
pattern that is higher in movement extent than in direction (Gordon et al. 1994b). Moreover, er-
rors in extent are more easily corrected compared with errors in direction (Krakauer et al. 2000).
These findings support the idea that there are differential constraints on movement features re-
lated to direction and extent, features that provide the basis of vectorial planning. It is, of course,
possible that movement planning entails both endpoint and vector-based coding, with the former
helping to ensure that the movement terminates at the desired position, and the latter providing
some degree of flexibility (e.g., movement speed) (Hudson & Landy 2012, Thaler & Todd 2009).

The above discussion has been from the engineering perspective, which emphasizes the iden-
tification of representational features that might be amenable to building controllers for a robot.
This approach has also been inspired by the feature-like coding observed in neurons in the motor
system, signals that have formed the basis for impressive brain–machine interface systems (Serruya
et al. 2002). In this view, one would assume that motor planning is, in one sense, a subthreshold re-
flection of movement execution itself (Figure 3c) (Bastian et al. 1998, Cisek 2006). However, this
hypothesis is not supported empirically: The activity of neurons in premotor and motor cortices
can be quite distinct during preparatory and execution phases (Figure 3d), and at the population
level, the correlation is modest (Churchland et al. 2010).
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planning centers on specifying the desired position, or state, without taking into account the agent’s initial
state. (b) With vector coding, planning entails a computation of the difference vector between the target and
the initial position of the hand. (c) According to a representational approach, preparatory neural activity
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These observations have inspired an alternative physiological perspective to capture how the
motor system supports movement planning (and execution), one that can be understood only in
terms of the pattern of activity of the neural population and how this activity changes over time
(Churchland et al. 2010, Shenoy et al. 2013). During preparation, the population activity follows a
neural trajectory specific to the forthcomingmovement, reaching an optimal preparatory state that
is marked by reduced trial-by-trial variability just prior to movement initiation (Figure 3e). The
population-level trajectory during the movement period is distinct from that of planning, allowing
for the same population to code information for both phases, with the transition between the two
trajectory patterns providing the mechanism for movement initiation (Elsayed et al. 2016).

This dynamical system approach does not necessarily contradict the representational approach.
The two might describe processes operating at different hierarchal levels (Kakei et al. 1999, 2001;
Lara et al. 2018). Thus, it is possible that movement direction and extent are represented up-
stream, linked to a more cognitive and psychological level of intention about where to move. The
dynamical system may be best suited for capturing how the motor system evolves through the
planning and execution phases.

3. FROM PLANNING TO EXECUTION

Humans exhibit a rich repertoire of movements that vary in extent, speed, duration, force, and
so forth. Despite this flexibility, there are notable features that remain largely invariant. After
deciding to eat a cookie, our movement to that goal is not arbitrary: The hand smoothly follows
a direct, rather than curved, path to the cookie, even though this may require rather complex,
nonlinear changes in joint space (Morasso 1981). Moreover, the velocity profile is bell shaped,
reaching a maximum around the middle of the movement. These features have been modeled as
an optimization process that minimizes jerk, the third derivative of position with respect to time
(Flash &Hogan 1985), thus maximizing movement smoothness.Other minimization criteria have
been proposed, such as minimization of lower (Ben-Itzhak & Karniel 2007, Leib & Karniel 2012)
or higher (Dingwell et al. 2004) derivatives. These criteria reflect control principles to minimize
effort while maintaining performance.

The system must also be flexible, sensitive to the demands of a particular context. Consider
the speed of a movement. There is certainly an advantage to moving quickly, either to catch a
prey or to avoid a predator. But this comes at a cost. A classic observation in motor control is the
speed–accuracy trade-off, a phenomenon formalized as Fitts’s law, relating movement duration
(i.e., speed) to target size (Fitts 1954). Importantly, there is also a cost, in terms of metabolic
energy consumption, in moving too slowly (Shadmehr et al. 2016).

These principles shed light on the variables the motor system controls during both planning
and execution. However, even when attempting to optimize performance, things frequently go
wrong, with the actual movement not isomorphic with the intended movement. In this section, we
discuss movement variability, considering situations in which variability has a detrimental effect
on performance as well as situations in which variability can facilitate motor learning. We also
describe how the motor system reoptimizes performance given an unexpected outcome.

3.1. Sources of Motor Variability

A hallmark of skilled behavior is a reduction in variability (Shmuelof et al. 2012b): The novice
hopes the dart will land on the board, whereas the expert is only satisfied when the dart lands on
the desired number. Influential theories of motor control are premised on the idea that optimal
performance comes about by minimizing variability (Harris & Wolpert 1998, Todorov & Jordan
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2002). A challenge here is to identify the loci of variability (Dhawale et al. 2017, Faisal et al. 2008),
recognizing that this variability will arise at all stages of movement. For example, in a delayed
response task, variability in the neural activity in PMd and primary motor cortex (M1) prior to
movement onset accounted formore than half of the trial-by-trial variability inmovement velocity
(Churchland et al. 2006).

In contrast, the fact that movement requires activating an actuator, one subject to biomechan-
ical and physical constraints, will certainly introduce execution-based variability. The variability
of an output signal increases with the size of the signal, a phenomenon referred to as signal-
dependent noise (Harris & Wolpert 1998). Force variability scales with the magnitude of the
produced force (Schmidt et al. 1979), an effect attributed to inherent noise in the neuromuscular
junction and muscle activity (Faisal et al. 2008, van Beers et al. 2004) rather than to noise in the
motor command ( Jones et al. 2002). Increased variability along the axis of movement increases
with movement amplitude due to the directional anisotropy of arm inertia (Gordon et al. 1994a,
Vindras et al. 2005).

We typically think of variability in a negative light—as something that gets in the way of op-
timal performance. Moreover, variability may not only influence the accuracy of a specific move-
ment butmay also have detrimental effects on learning.For example, there is a negative correlation
between reaching variability in an unperturbed environment and the rate at which participants
adapt to a perturbed environment (Stark-Inbar et al. 2016). However, in some contexts, elevated
variability has been found to be associated with improved learning (Fernandez-Ruiz et al. 2011,
Wu et al. 2014). What might be the benefits of a noisy system? One hypothesis is that adding
variability promotes flexibility, allowing the system to explore new solutions that might lead to
even better performance (Dhawale et al. 2017).

In summary, movement variability can originate at different stages in the cascade of events
from planning to execution, and this may be relevant for differentiating between “bad” and “good”
variability. Signal-dependent noise arising during movement execution is largely a product of pe-
ripheral constraints. Minimizing this noise ensures that the executed movement closely matches
the desired movement. In contrast, planning variability may provide a substrate for exploration,
helping the system uncover optimal solutions.

3.2. Feedback Control

Regardless of the source of variability, the failure to achieve a desired goal will result in some cor-
rective action.Whether you fail to grasp your coffee because of neural noise or muscular fatigue,
or because someone bumped your arm in the crowded café, feedback processes will be engaged
to help achieve the goal. As noted above, the inherent delays associated with neural transmission
present a challenge for feedback control systems. To overcome delays, evolution has provided us
with a multilevel feedback control system, which allows for corrections at different timescales and
following different control principles.

Feedback mechanisms are frequently described as reflexive, in the sense that they operate out-
side awareness or volitional control. These mechanisms are divided into two components. First,
there are reflexive responses of spinal origin.With latencies as short as 25 ms, sensory information
from the muscles, joints, and skin can modify activity in motor neurons. This sensory informa-
tion is integrated with descending motor commands by spinal interneurons to assist voluntary
drive to the motor neurons to help correct or resist movement errors (Nielsen 2004, Pruszynski
et al. 2009). For example, to maintain upright posture, axial and limb muscles must respond
automatically to unexpected changes in muscle length caused by perturbations (Marsden et al.
1981).
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Figure 4

Long-latency responses flexibly respond to task demands. (a) Red and blue colors indicate reaches that went around or between the
obstacles, respectively. Arrows indicate the position and relative magnitude of the perturbation. The variability in the response is
dependent on both the perturbation and state of the limb. (b) Comparison of electromyography (EMG) activity in the posterior deltoid
during reaches going between the obstacles (blue) or around them (red). A difference in the reflexive responses to these perturbations is
evident as early as 75 ms. R1 represents the short-latency response epoch, R2 and R3 are the long-latency response epochs, and EV
indicates the early voluntary response. Abbreviation: a.u., arbitrary units. Figure adapted from Nashed et al. (2014).

Second, there are more flexible, task-dependent long-latency reflexes, which are under the
control of both subcortical and cortical mechanisms (Scott et al. 2015). Long-latency reflexes in
response tomechanical perturbations have estimated latencies of 50 to 105ms (Pruszynski & Scott
2012), whereas the response to visual errors ranges from 150 to 200 ms (Carroll et al. 2019, Day
& Lyon 2000, Franklin &Wolpert 2008). In one study, lateral forces were delivered to the arm as
the participant attempted to reach a target, necessitating online corrections not only to reach the
target but also to avoid contact with virtual obstacles in the workspace (Nashed et al. 2014).While
the early spinal reflexes were similar across reaches, adaptive adjustments in muscle activity were
observed as early as 45–75 ms following the perturbation, clearly much faster than the latencies
associated with voluntary corrections (Gu et al. 2018). Interestingly, the corrective response—
whether between or around the obstacles—depended on where in the reach the perturbation was
delivered (Figure 4). This flexibility was modeled by assuming that reflex gains were dynamically
modified in a task-dependent manner, combining information about the state of the limb (e.g.,
position, velocity, acceleration) and task-related variables (e.g., target and obstacle position).Thus,
long-latency reflex responses are sensitive to task goals and are not simply hardwired.

Optimal feedback control (OFC) provides a normative framework to help explain the “intelli-
gence” exhibited by fast, automatic responses. A core assumption is that the nervous system pri-
oritizes the minimization of task-relevant variability, using corrective mechanisms to ensure task
success while ignoring variability in task-redundant, or task-irrelevant, dimensions (Diedrichsen
et al. 2010a, Pruszynski & Scott 2012, Scott 2004, Todorov & Jordan 2002). According to OFC
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theory, the motor system minimizes a cost function related to the movement goal (e.g., reaching
the target) and a regularization term representing the cost to move. Given these constraints, a
unique control policy is implemented such that the state estimate (i.e., the internal representation
of body and other task-relevant variables) is transformed into a motor command.

OFC theory has proven to be an extremely powerful framework in accounting for feedback-
based control across many task contexts (Diedrichsen 2007, Liu & Todorov 2007). The theory
provides a unified framework to account for the relationship between planning and control: Con-
trol mechanisms enacted during movement are a natural corollary of how reflex gains are set in a
task-dependent manner prior to movement initiation. OFC also offers a solution to the degrees-
of-freedom problem. Specifically, the brain tends to find a stereotypical manner of producing a
movement because reflex gains are set in order to minimize task-relevant variability.

3.3. Fast Online Control and Decision Making

OFC provides an account of how online control mechanisms can be modulated in an efficient
way, helping to ensure that a movement is properly executed. More recent extensions of these
ideas are inspired by the realization that information that is not directly related to movement
execution, such as uncertainty in the choice of target or target-associated value, also alters online
feedback control.This research suggests that the normally deliberative, time-consuming decision-
making processes typically studied with nonmotor tasks can be implemented with striking speed
and efficiency by the motor system.

Selen et al. (2012) addressed the question of how uncertainty impacts long-latency reflexes
by having participants reach in the direction corresponding to the modal direction of a display
of moving dots. The gain on long-latency reflexes (75–105-ms range) scaled with the coherence
level of the dot display as well as viewing time, factors that are likely to impact the participants’
confidence in the required reach direction. Thus, long-latency reflexes can also be modulated by
subjective evaluations of belief related to decision making.

When a corrective action is required, the challenge is relatively simple when reaching to a static
object because the position of the goal is stable. The situation appears to be much more complex
when interacting with a dynamic target. Consider a worker on an assembly line, tasked with plac-
ing a lid on a container. How does a feedback control system determine its corrective action in
response to an error in the estimated future position of the lid versus an error in the initial reach
trajectory? This problem has been addressed in studies looking at online corrections in response
to displacements of either the target or a cursor representing the hand position (Reichenbach et al.
2014). As might be expected, directing attention to the target improved performance when the tar-
get was displaced. Interestingly, directing attention to the cursor had little impact on performance
when the cursor was displaced. The authors (Reichenbach et al. 2014) hypothesize that the motor
system retains a stable estimate of hand position regardless of attention. In addition, when the
display included multiple moving targets and cursors, most of which were task irrelevant, the par-
ticipants had difficulty identifying task-relevant target displacement amid the visual distractors.
However, they were able to ignore these distractors when responding to feedback about hand
position. It may be that proprioceptive feedback from the hand is readily combined with visual
information to create a stable representation for feedback control. In contrast, vision provides the
only source of feedback for responding to errors in the estimate of target position.

In one sense, a feedback control system need not be concerned with determining the source
of an error; that is, in terms of the task goal of reaching a moving object, it does not really matter
whether a corrective action is required because of an error in estimating the position of the goal or
the position of the limb. Indeed, as discussed above, a key computation for goal-oriented reaching
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is the difference between the location of the target and that of the limb. However, this integrated
representation takes time to emerge. If both the target and cursor positions are displaced dur-
ing a reach, the initial feedback response (∼170 ms) reflects independent, nonlinear responses to
both sources of information. Only after 200 ms does the corrective response reflect an integrated
representation of the difference vector (Franklin et al. 2016).

Going up another level of abstraction,Carroll et al. (2019) asked how properties of the target it-
self, specifically reward value, affect online control processes. Participants initially reached toward
a center target that was flanked by two outer targets. Immediately following movement initiation,
but prior to a cursor jump, a cue was given to indicate which one of the three targets would be
rewarded. Feedback responses beginning 170 ms post cursor jump reflected rapid computations
normally associated with high-level decision-making processes, as the hand moved toward the
rewarding target.

As described in this section, the noisiness of neural signals, muscular responses, and peripheral
receptors, as well as the presence of transmission delays, presents major challenges to fast, effi-
cient online control of movement. Despite these challenges, the motor system shows a remark-
able ability to make rapid and flexible adjustments in response to feedback information involving
contextual variables. OFC has provided an important theory for understanding how these fast,
efficient computations are implemented. Together with recent findings highlighting the connec-
tions between high-level decision making and rapid online control, the past decade of research has
strengthened the argument that reflexes are much “smarter” than previously assumed (Krakauer
2019).

4. LEARNING AFTER MOVEMENT

Motor control is a dynamic process, not only in the act of movement itself but also in how the
system requires constant refinement. In picking up a cup of coffee, the speed of the movement and
force at themoment of contact will depend on the amount of liquid in the cup.Success also requires
taking into accountmore subtle factors, such as the weight of the actor’s shirt or her current state of
fatigue. Errors not only reveal the exquisite ability of the motor system to make online corrections
but also show how the system is constantly fine-tuning its input–output properties to compensate
for, and thus anticipate, these sources of variation. The latter process, referred to as sensorimotor
adaptation, is crucial for optimizing learnedmovements.Historically, this termwas used to refer to
an implicit and automatic learning process that keeps the motor system well calibrated. However,
recent research has shown that adaptation is not a unitary process. Thus, we use the term in a
more general sense, encompassing the many learning processes that allow us to flexibly modify
skilled behaviors to be well suited for a range of contexts.

4.1. Error-Based Learning

Investigations of adaptation have a long history, tracing back to some of the earliest laboratories
in experimental psychology (Stratton 1896). Hermann von Helmholtz (1867) is credited with be-
ing the first to formally study the effect of prism glasses. These lenses distort the visual input in
a systematic manner (e.g., impose a lateral shift of 15°), resulting in large reaching errors. How-
ever, within several trials, the error is dramatically reduced. The hallmark sign of a sensorimotor
remapping, or implicit recalibration, is the presence of an aftereffect,motor errors in the direction
opposite the perturbation, immediately following removal of the perturbation.

Prism glasses served as an important tool for researchers studying sensorimotor learning during
the cognitive revolution of the 1960s and 1970s (Redding &Wallace 1978,Welch 1974). A second
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renaissance, beginning in the 1990s, was motivated by methodological advances, specifically, the
introduction of devices that could create virtual reality (VR) environments. One such approach
is to use computer displays in which vision of the body is occluded but the position of the body
or, more commonly, the end effector is indicated by a cursor (Krakauer et al. 1999, 2000). With
these displays, the visual feedback can be manipulated, often via rotation in a polar reference
frame. Another VR approach is to use robotic devices that allow the experimenter to create an
environment with novel force fields. In the most commonly studied version, the participant holds
the handle of the device to reach to visual targets, and a velocity-dependent force field is imposed
orthogonal to the direction of movement (Shadmehr & Mussa-Ivaldi 1994).

The introduction of a perturbation, whether with prism glasses, force fields, or a visuomotor
rotation, elicits a stereotypical learning function that is exponential in shape: The trial-by-trial
change in performance is initially large, tapers off over the course of learning, and reaches a final
asymptotic level that generally falls just short of nullifying the perturbation. When the pertur-
bation is removed, a prominent aftereffect is observed. This aftereffect has to be unlearned, or
“washed out.” That is, the error-based learning process is now repeated in reverse. The fact that
washout must be learned is surprising given that, without the perturbation, the system is simply
being asked to return to its natural state. Indeed, there does seem to be some memory of the orig-
inal state. First, the presence of this attractor can account for the faster learning rate observed
during washout compared with the response to the initial perturbation (Huang et al. 2011, Kitago
et al. 2013, Taylor et al. 2014). Second, if no feedback is provided during the washout phase, or if
the cursor’s movement is clamped such that there is no error (i.e., it moves directly to the target),
then there is a slow drift back toward the original state (Brennan & Smith 2015,Kitago et al. 2013,
Scheidt et al. 2000, Shmuelof et al. 2012a).

4.2. Internal Models and State-Space Model of Adaptation

An important theoretical construct for understanding sensorimotor adaptation, and motor con-
trol in general, is the internal model. As described above, an internal model describes an agent–
environment interaction and, as such, affords the possibility to simulate an action by the body
within a particular context. In picking up an object, we have an internal model of the inertial
forces that must be overcome. And if suddenly placed in an environment with atypical forces—
say, one without gravity or one in which movements elicit velocity-dependent force fields—then
the motor system has to either modify this internal model or learn a new internal model, one
suited for the novel agent–environment context.

In terms of simulation, forward models generate predictions of the sensory consequences of
the motor command. This prediction can then be compared with the actual sensory feedback; the
difference between the predicted and actual feedback generates a sensory prediction error (SPE).
As such, forwardmodels entail the core ingredients for supervised, error-based learning ( Jordan&
Rumelhart 1992). The forward model can be thought of as the supervisor, providing a prediction
of the consequences of an action. The SPE provides the error signal that can be used to update
both the inverse and forward models in an iterative manner, striving to keep the output of these
models calibrated with one another.

State-space models provide an elegant formalization of this adaptation process, describing how
movement errors induce the trial-by-trial changes to maintain calibration of sensorimotor maps
(Donchin et al. 2003, Thoroughman & Shadmehr 2000). The simplest form of the state-space
model is as follows:

e (n) = r (n) − x(n), 1.

x (n+ 1) = Ax (n) + Be(n). 2.
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Consider how this set of equations describes learning in a sensorimotor adaptation task in which
the visual feedback is rotated by 30°. In this context, x is an internal model representing an esti-
mate of the relationship between the actual position of the hand and the visual feedback indicat-
ing the position of the hand, that is, the current estimate of the imposed rotation, r. At the start
of the experiment, we initialize the value of x to zero given that, based on experience, we assume
the visual feedback of the hand will correspond to the actual position of the hand. But when the
perturbation is introduced, the motor system has to modify this internal model by using an error
signal derived from the mismatch between the actual rotation and the current estimate of the ro-
tation. The inverse model uses the forward model prediction of the perturbation to generate the
opposite signed motor output to counteract the perturbation. (Note that it is assumed, although
not typically stated, that the motor output is equal to −x.)

This learning process is dictated by two parameters. The learning rate, B, corresponds to the
proportion of the error, e, that the system will correct for from trial to trial. Experiments across
a range of adaptation tasks indicate that the value of B typically falls in the range of 0.1–0.3,
meaning the motor system adjusts for approximately 10–30% of the error on each trial (Gonzalez
Castro et al. 2014,Huang et al. 2011, Smith et al. 2006).While higher values would produce faster
learning, this comes at a cost of stability, since the system is responding not only to a perturbation
but also to random noise. The A term represents the proportion of the current state estimate that
is retained from one trial to the next.This value is typically found to be greater than 0.95. By being
less than one, the model accounts for why the system, even if deprived of visual feedback, decays
to a baseline state. In its simple form, both learning and forgetting depend on the execution of a
response.However, there is also a temporal component to forgetting that is not explicitly captured
by the model. The passage of time, even in the absence of movement, leads to a significant decay
of adaptation (Criscimagna-Hemminger & Shadmehr 2008,Hadjiosif & Smith 2013,Kitago et al.
2013, Telgen et al. 2014).

The interaction of A and B captures (and predicts) the canonical learning curves observed
in studies of sensorimotor adaptation. Because trial-by-trial learning in this model is a constant
proportion of the error, the rate of trial-to-trial change decreases over time, which is the signature
of an exponential function. The system will reach an asymptote when the effects of B (learning)
and A (forgetting) are in equal opposition to one another. Moreover, under the assumption that
A is less than one, this asymptote will be less than the actual perturbation (van der Kooij et al.
2015, Vaswani et al. 2015). That is, learning to respond to a perturbation will be less than perfect,
assuming there is a baseline attractor state.

One point of contention with the basic state-space model is the assumption that the input for
updating the internal model is a fixed proportion of the observed error.While exponential learning
functions are consistent with this assumption, they provide a relatively crude way to evaluate a
model that predicts trial-to-trial learning. An alternative approach is to use a random perturbation
schedule, sampling a range of error sizes and directions. By having a mean error of zero across
trials, the retention term is essentially eliminated, allowing the experimenter to directly measure
the response to errors of different sizes. The results from this research converge in showing that
the proportionality assumption holds only over a small range of errors (Fine & Thoroughman
2007,Hayashi et al. 2019,Marko et al. 2012,Wei &Körding 2009). For larger errors, the response
is either attenuated in proportional terms relative to small errors or even invariant (Kim et al. 2018,
Morehead et al. 2017).

These results suggest that not all errors are treated equally. The motor system is more re-
sponsive, or sensitive, to small errors, and discounts larger errors (Fine & Thoroughman 2006,
Marko et al. 2012). One interpretation of this phenomenon draws on the idea of causal inference
(Kording 2014,Wei &Körding 2009).Given the assumption that the world is usually stable, small
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errors are likely to be the result of the agent’s behavior, providing a source of information for re-
fining the calibration of the system. Large errors, in contrast, may be atypical events, or outliers.
A strong gust of wind that sends a tennis serve way out of bonds does not require recalibrating the
sensorimotor system in the same way as a serve that lands just outside the service box on a calm
day.

State-space models have been largely successful in characterizing and predicting behavior in
response to a wide array of perturbations (Galea et al. 2015, Roemmich et al. 2016, Smith et al.
2006, Vaswani et al. 2015), as well as in providing a tool to explore the impact of neurologic
lesions on adaptation (Charalambous et al. 2018, Smith & Shadmehr 2005, Tseng et al. 2007). In
a complementary manner, they have also proven useful in highlighting conditions that produce
results at odds with the assumptions of the model, providing insight into how these simple models
must be modified to capture the richness of behavior (Donchin et al. 2003,Huang et al. 2011, Kim
et al. 2018, Smith et al. 2006, Vaswani et al. 2015).

4.3. Contextual Changes

Generalization, the extent to which the effects of adaptation extends to contexts beyond that within
which learning occurred is relatively limited. Adaptation resulting from a force field applied by a
robotic arm is lost when the same movements are made freely (Kluzik et al. 2008), consistent with
the general notion that internalmodels capture specific agent–environment interactions. Similarly,
adaptation shows, at best, modest transfer from one arm to the other (Poh et al. 2016, Sainburg &
Wang 2002,Taylor et al. 2011,Werner et al. 2019). Even within a consistent experimental context,
adaptation is local. If training is limited to one part of the workspace, the generalization function
is relatively narrow, showing a Gaussian-like function with a standard deviation of∼30° (Krakauer
et al. 2000, Shadmehr &Moussavi 2000).While this function is often described in terms of extrin-
sic coordinates, that is, the direction of a movement with respect to the workspace, there is also
evidence that some component of the adaptation is based on an intrinsic reference frame such as
joint angles (Berniker & Kording 2011, Brayanov et al. 2012,McDougle et al. 2017, Poh &Taylor
2019). One exception to the local generalization constraint is gain adaptation: The modification
of a scalar relationship between a movement and its consequences, in terms of movement extent,
generalizes across the workspace, at least for movements made with the same limb (Hudson &
Landy 2016, Krakauer et al. 2000, Pearson et al. 2010).

Conversely,we can also look at interference effects to understand the constraints on adaptation.
Classically, interference has been demonstrated in AB experimental designs in which perturbation
A (e.g., clockwise force field) slows learning of perturbation B (e.g., counterclockwise force field)
(Brashers-Krug et al. 1996, Miall et al. 2004, Thoroughman & Shadmehr 1999). These findings
suggest that training on a task that requires recalibration of one internal model will delay learning
when the task changes. Interference effects observed in block designs cannot be captured by a
standard state-space model, which would predict similar rates of change from baseline behavior.
However, they can be quantitatively characterized by a multirate state-space model that incorpo-
rates adaptive processes operating on different timescales (Sing & Smith 2010, Smith et al. 2006).

So, what distinguishes whether learning involves the recalibration of an internal model, or
whether it entails the establishment of a separate internal model? Adaptation that occurs when
reaching while yoked to a robotic device (i.e., as in force field studies) does not generalize to free
reaching.This observation is interpreted as reflecting the engagement of different internal models
for these two contexts, a reasonable assumption given their distinct inertial properties. But what
about other types of cues? Several studies have shown that salient cues such as color fail to prevent
interference. For example, we cannot simultaneously learn to respond to a clockwise rotation in
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a red environment and to a counterclockwise rotation in a blue environment (Addou et al. 2011,
Gandolfo et al. 1996, Gupta & Ashe 2007).

However, as shown in a compelling series of experiments by Wolpert and colleagues (Howard
et al. 2012, 2015, 2017; Sheahan et al. 2016), dynamic cues can be sufficient to minimize interfer-
ence. For example, participants could adapt to both clockwise and counterclockwise force fields
applied to the identical segment of a two-segment trajectory, when the second segment required
the trajectory to deviate to the left or right (Figure 5). Even though the participant experiences
opposing perturbations across trials to a common segment of the overall trajectory, the context
defined by the follow-through was sufficient to create distinct internal models.

These results relate to the dynamical systems model discussed in the section on movement
planning, which posits that different movement plans create different preparatory states in the
motor cortex (Churchland et al. 2006, 2010; Shenoy et al. 2013).With different follow-throughs,
or lead-ins (Howard et al. 2012), even movements that share kinematic features (i.e., the initial
phase that was near identical in the two contexts) are still associated with different motor plans.
In contrast, color cues do not alter the motor plan, as the movement goal remains the same for
both colors. Similarly, merely seeing the follow-through target, but never planning, or making, a
movement to it, is ineffective in preventing interference; here, the secondary target is a static cue
that does not necessitate different motor plans. Interestingly, if participants first learn opposite
force fields with different follow-throughs, the reduced interference persists even if the instruc-
tions are changed such that they only have to perform the initial segment. As long as different
motor plans to the primary target are formed—for instance, by initially showing the secondary
target but preventing participants from actually performing the follow-through segment of the
movement—participants can adapt to opposite perturbations (Sheahan et al. 2016). From a dy-
namical systems perspective, separate internal models may be created because the planned follow-
throughs to different final target locations necessitate different neural trajectories during motor
planning (Churchland et al. 2010).

4.4. Multiple Processes Underlying Adaptation

An appealing feature of the standard state-space model is that learning is attributed to a single
process, one that can be characterized by only a few parameters.Moreover, this model fits in nicely
with the fact that adaptation, in large part, appears to be an automatic and implicit process. Indeed,
the fact that people show pronounced aftereffects after removing prism glasses underscores the
automatic nature of adaptation. Even though it is obvious that the perturbing device is no longer
present, the participant cannot simply revert to a sensorimotor map that had stood them in good
stead for a lifetime. The learning process has to be repeated to reset the system to its default
state.

This is not to say that participants are unaware of the perturbations introduced in adaptation
studies. It is obvious that the visual world has been translated upon donning a pair of prism glasses,
or that a large lateral force is being applied to the arm in a standard force field study. How does
this awareness affect learning? One hypothesis is that a second form of learning may be engaged
when participants are aware of the perturbation, one that involves the formulation of a strategy
to counteract the perturbation. Indeed, while the group average function might suggest a gradual
monotonic learning function, individual behavior right after the introduction of a large pertur-
bation (e.g., prism glasses) can be highly variable, one signature of an exploratory process (Harris
1974, Martin et al. 1996).

Additional lines of evidence suggest that a single, implicit learning process might not be suf-
ficient to account for the performance changes observed in many sensorimotor adaptation tasks.
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Figure 5

Dynamic contextual cues prevent interference. (a) Participants made initial movements to a central target. A
velocity-dependent curl field was applied during this segment, with the direction of the field cued by the
secondary target location. One group of participants had to immediately follow through to the secondary
target after reaching the green target, while the other remained at the green target. (b) Error measured
during the initial segment was considerably lower for the follow-through group than the no-follow-through
group. (c) The no-follow-through group failed to generate compensatory (opposing) forces in response to
the static spatial cues, in contrast to the cue-appropriate forces generated by the follow-through group.
Abbreviations: CCW, counterclockwise; CW, clockwise. Figure adapted from Howard et al. (2015).
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Reaction times increase after the introduction of a salient perturbation, and the size of this in-
crease is also predictive of accuracy: Those who show the largest increase tend to learn faster
(Fernandez-Ruiz et al. 2011), an observation taken to indicate that extra planning time is required
to select an appropriate strategy to counteract the perturbation. Similarly, when participants are
required to respond quickly, the behavioral change is more gradual, presumably because this tem-
poral constraint precludes the recall and implementation of a resource-demanding strategy (Haith
et al. 2015b).

Even more telling is the aftereffect data in visuomotor adaptation studies.Here, the feedback is
eliminated and the instructions emphasize that the participant should reach directly to the target,
perhaps evenwith the additional admonition to “stop using any strategy youmight have been using
since the perturbation is no longer present.” Under such conditions, the size of the aftereffect is
markedly less than the size of the change in heading angle observed at the end of the perturbation
block (Bond & Taylor 2015, Day et al. 2016, Huberdeau et al. 2019, Taylor et al. 2014). While
the attenuation may reflect the contextual change of eliminating the feedback, it is also possible
that multiple processes were contributing to learning during the perturbation block, with the
aftereffect providing a measure of learning limited to implicit adaptation, or recalibration.

4.5. Explicit Contributions to Adaptation

To directly address the question of strategy use, Taylor et al. (2014) modified the standard visuo-
motor adaptation task, asking participants to report where they planned to reach prior to each
movement (Figure 6a). During baseline, the typical participant will report that they are aiming at
the target. But with the introduction of the perturbation, the reports reveal that most participants
modify their aim, strategically seeking to counteract the perturbation. Interestingly, within a few
trials, the actual position of the hand deviates from the reported aim location. This is because, in
addition to strategy use, adaptation remains operative, using the observed error to recalibrate an
internal model (Figure 6b). As such, one can partition learning into two components, one explicit
and one implicit. The aim reports provide a direct measure of explicit strategy use. By subtracting
this measure from the actual hand position, one can estimate the magnitude of implicit adaptation.

As shown by Figure 6b, early learning is dominated by strategy change, leading to a rapid im-
provement in performance. But over time, the more gradual, cumulative effect of implicit recali-
bration becomes stronger, necessitating a modification of the aiming strategy to maintain accurate
performance. Consistent with the hypothesis that performance is composed of (at least) two pro-
cesses, the estimated state of recalibration at the end of the perturbation block corresponds nicely
to the size of the aftereffect, obtained in a washout block when feedback is eliminated and the
participants are instructed to “reach directly to the target” (Figure 6d).

Strategy use is unlikely to be an artifact of the aiming report task. Performance functions and,
more importantly, the size of the aftereffects are similar in the aiming report task compared with
those observed when participants do not provide reports (Taylor et al. 2014). Subsequent studies
have shown that this two-system model is also relevant when considering performance in other
adaptation tasks. For example, participants report aiming in the direction opposite to the pertur-
bation imposed by a velocity-dependent force field, and the angle of these reports changes over
time (McDougle et al. 2015; see also Schween et al. 2020).

The relative contribution of explicit and implicit learning processes is dependent on the size of
the perturbation (Bond & Taylor 2015, Morehead et al. 2015, Werner et al. 2015). Interestingly,
most of the variation here is associated with the strategic component. For small rotations (e.g.,
15°), strategy use, while evident in the initial perturbation trials, drops to negligible levels by
the end of the perturbation block. For large rotations, the magnitude of aiming increases in a
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near-linear manner with the size of the perturbation (Figure 6c). In contrast, the magnitude
of implicit recalibration is relatively invariant, with similar aftereffects observed for rotations
ranging from 15° to 90° (Figure 6d) (Bond & Taylor 2015). This finding suggests that the
implicit recalibration of a sensorimotor map may be limited in extent; the system is willing to
adjust the visuomotor map only to a certain degree. Beyond this, learning requires a process that
is more flexible, one that entails a change in action selection (where to reach) rather than action
execution (how to reach).

Another point of contrast between explicit and implicit learning can be observed in savings,
or faster relearning of a previously experienced perturbation. Several studies have shown that
savings is almost entirely due to recall of explicit strategies (Haith et al. 2015b, Huberdeau et al.
2015, Morehead et al. 2015). In contrast, the implicit recalibration component does not increase
across repeated exposures to the same perturbation, and even exhibits attenuation (Avraham et al.
2020).

4.6. The Cerebellum: A Critical Subcortical Node in Sensorimotor Learning

An extensive literature involving a range of tasks and species has demonstrated the importance
of the cerebellum in sensorimotor recalibration (see reviews in Krakauer et al. 2019, Shadmehr
et al. 2010). Damage to the cerebellum results in major impairments in sensorimotor adaptation
during reaching (Izawa et al. 2012),walking (Morton&Bastian 2006), and saccadic eyemovements
(Panouillères et al. 2013), deficits that cannot be accounted for by the increased motor variability
associated with ataxia (Martin et al. 1996, Schlerf et al. 2012, Tseng et al. 2007). In terms of a
process-based account, the core deficit has been associated with an inability to generate an accurate
prediction of the sensory consequences of a movement, an impairment that not only disrupts
learning but also underlies the dysmetric movements characteristic of ataxia (Wolpert et al. 1998).

The neuroimaging literature provides a complementary albeit more complex picture. In gen-
eral, cortical areas including the prefrontal, parietal, and premotor cortices are strongly engaged
during the early stages of learning, and exhibit a decrease in activity as performance improves
(Bédard & Sanes 2014, Bernardi et al. 2018, Graydon et al. 2005, Krakauer et al. 2004, Shadmehr
& Holcomb 1997). Regions within the cerebellum sometimes show a similar pattern (Bernard
& Seidler 2013; Imamizu et al. 2000, 2003; Nezafat et al. 2001), consistent with the observation
that cerebellar and cortical activity patterns tend to be positively correlated. However, increased
activity within subregions of the cerebellum over the course of learning has also been reported
(Graydon et al. 2005, Krakauer et al. 2004, Shadmehr & Holcomb 1997). These increases have
been interpreted to reflect the establishment of a new internal model or recalibration of an existing
internal model (Imamizu et al. 2000).

It is always challenging to relate patterns of hemodynamic activity to function, especially in
studies of learning. Increases in activity in response to the introduction of a visual perturbation
might reflect surprise at the unexpected feedback, sensitivity to the magnitude of the error, or
engagement of motor responses to compensate for the error. Similarly, a decrease in activity as
learning proceedsmight reflect a reduction in error, habituation to the perturbation, or a reduction
in exploratory behavior. Importantly, the interpretation problem is made even more salient by
the fact that most imaging studies of sensorimotor adaptation have used methods that are now
known to clearly engage multiple learning processes. For example, learning to compensate for a
45° visuomotor rotation will engage both strategic aiming and implicit recalibration.

With these caveats in mind, several neuroimaging studies have involved methods in which
learning is largely implicit, showing evidence for an increase in cerebellar activity over the course
of learning. For example, increases localized to the deep cerebellar nuclei were observed when the
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perturbation of the visual feedback was increased in an incremental manner across trials (Werner
et al. 2014), amethod designed tominimize awareness of the perturbation.Similarly, random visual
perturbations, a method that minimizes strategic changes but engages the adaptation system, is
associated with greater activity (relative to nonperturbed movements) in several lobules of the
cerebellar cortex (Diedrichsen et al. 2005). Perhaps the strongest support for implicit processing
of sensorimotor errors in the cerebellum comes from studies of saccadic adaptation (Desmurget
et al. 1998, Liem et al. 2013, van Broekhoven et al. 2009) and eyeblink conditioning (Logan &
Grafton 1995), two forms of learning that occur outside awareness.

While the many tools of neuroscience provide compelling evidence that the cerebellum is a key
structure for implicit recalibration, an open question concerns the involvement of the cerebellum
in other learning processes. Specifically, does the cerebellum also contribute to more cognitive as-
pects of sensorimotor learning such as strategic aiming? As noted above, activity in certain areas of
the cerebellum closely parallels that observed in the prefrontal cortex during studies of visuomotor
rotation, with activity decreasing over the course of learning. One interpretation of this pattern
is that it reflects the recruitment and implementation of an aiming strategy: Upon introduction
of the large perturbation, the participants explore possible ways in which aiming could reduce the
large error, with the decrease over time corresponding to the consolidation of a successful strategy
(Haith et al. 2015b, McDougle & Taylor 2019). Thus, this neuroimaging research may be taken
to indicate multifunctionality within the cerebellum, with certain regions showing a decrease in
activation linked to strategy use and other regions showing an increase linked to adaptation.

Indeed, recent neuropsychological studies indicate that the integrity of the cerebellum is re-
quired not only for implicit adaptation but also for strategic aiming. In a study involving patients
with cerebellar degeneration, Butcher et al. (2017) used the aiming report task to probe strategy
use as the participants learned to respond to a 45° rotation (Figure 6a). Consistent with previous
reports, the recalibration process was severely compromised, with an aftereffect of only around
3°. Interestingly, the mean aiming angle at the end of the rotation block was only 13°. Thus, the
patients failed to increase their aiming direction despite a persistent error of around 30°. Addi-
tional research has shown that even when provided with the appropriate aiming strategy in one
context, patients fail to generalize to a novel context (Wong et al. 2019). These results demon-
strate that the cerebellum is important for implicit recalibration as well as for the generation and
implementation of explicit strategies that can facilitate sensorimotor learning. An important ques-
tion for future research will be to delineate the computational role of the cerebellum in strategy
use.

4.7. Interaction Between Implicit and Explicit Learning

Varying the size of the perturbation provides one way to look at the relative contribution of im-
plicit and explicit processes to adaptation, as well as their interaction. One limitation here, both
with the aiming report task and with standard sensorimotor adaptation tasks, is that the error sig-
nal results in aligned changes; for example, a counterclockwise rotation leads to changes in aim
and adaptation in the clockwise direction. Mazzoni & Krakauer (2006) developed an alternative
approach, one in which these two processes work in opposition to one another. In this task, the tar-
get was surrounded by a series of circles, or landmarks. After introducing a 45° counterclockwise
rotation, the experimenter intervened, explaining the nature of the perturbation and instructing
the participant that they could negate this perturbation by aiming to a landmark located 45° in
the clockwise direction from the target (Figure 7a). Thus, unlike the aiming report task, designed
to probe how participants discover an appropriate strategy, the landmark task provides the partic-
ipants with an ideal aiming strategy.
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Figure 7

Distinct error signals drive explicit and implicit learning processes. (a) In the aiming landmark task,
participants are instructed to aim at a landmark neighboring the target to counteract a 45° rotation.
(b) Although the introduction of the strategy results in the cursor landing near the target, the heading error
increases over the next 100 trials or so before reversing, with performance eventually being very accurate. A
large aftereffect is observed at the beginning of the washout block. (c) Two sources of error drive parallel
operation of implicit and explicit learning processes. Sensory prediction error (SPE) is based on the
difference between the predicted location of the feedback based on the explicit aim direction (at the aiming
landmark) and the cursor. Target error (TE) is based on the difference between the target and cursor. In the
aiming landmark task, the directions of these two errors are in opposition to one another, with their relative
contributions to learning varying over time due to changes in their respective sizes. Figure adapted from
Taylor & Ivry (2011).

As one would expect, after being provided with the strategy, participants were immediately able
to achieve accurate performance,with the rotated cursor landing in or close to the target.However,
over the course of the next 70 trials, a marked pattern of “drift” was observed. The heading angle
deviated further and further from the aiming target, with the cursor eventually missing the target
by approximately 20° in the opposite direction of the rotation.

Mazzoni & Krakauer (2006) argued that this paradoxical behavior—where performance be-
comes worse with practice—reveals how the implicit recalibration process seeks to keep the sen-
sorimotor system well tuned, even at the cost of accurate performance. To appreciate this point,
consider the error components when aiming at the landmark. Given the 45° rotation, the cur-
sor lands in the target when reaching to the neighboring landmark. Despite this success, there
remains, at least from the perspective of the motor system, a 45° sensory prediction error: The
system generates a prediction of the sensory consequences (i.e., feedback at the landmark), but
the cursor appears at the target. The recalibration process applies its update rule (see Equation 2),
producing the observed drift function. Indeed, the drift would suggest that implicit learning over-
rides strategy use.

Subsequent research using the landmark task has revealed a more nuanced picture. If the num-
ber of trials is increased, the drift function shows a surprising nonmonotonicity, with the mean
hand angle eventually returning to 45°, the optimal direction in terms of task success (Figure 7b)
(Taylor & Ivry 2011). This finding might suggest that the strategy system eventually overrides
the implicit system. However, when the rotation is removed and the participant is instructed to
reach directly to the target, a prominent aftereffect is observed. The size of this aftereffect is even
larger than the maximum of the drift function. Thus, adaptation appears to have persisted and
even continued when the hand direction was going in the opposite direction.
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These results, complemented by modeling work, point to the parallel operation of learning
processes required for aiming and adaptation. Importantly, these processes are driven by distinct
error signals. Whereas adaptation is driven by SPE, the difference between predicted and actual
feedback, strategy change is driven by target error (TE), the difference between the actual feedback
and the goal (Figure 7c). The nonmonotonicity emerges naturally from the changing magnitude
of the two error signals. Early in learning, the SPE signal is large and TE is negligible; over time,
TE becomes larger (due to drift) while SPE becomes smaller. The fact that the aftereffect is larger
than the peak drift provides further evidence that adaptation continued to operate, even when the
effect on behavior was dominated by changes in strategy.

Subsequent research has pointed to weaknesses in the details of the model. In particular, TE-
driven changes in strategy use may be better described as an exploratory process rather than error-
driven gradient descent. But the core idea that adaptation is dependent on SPE and aiming on TE
has been confirmed in a range of studies (Brudner et al. 2016, Day et al. 2016, McDougle et al.
2017).These findingsmake clear not only thatmultiple processes operate in sensorimotor learning
but also that these processes operate at different levels of control. The computational goal of the
implicit component of adaptation is to keep the motor system well calibrated, ensuring that motor
commands are faithfully implemented (Miyamoto et al. 2020). This system appears impervious to
information about task success. In contrast, the computational goal of a strategic process such as
aiming is to ensure that the appropriate action is selected to optimize performance. For this to
occur, it is essential to monitor how well a selected action achieves its desired goal.

4.8. Characteristics of Implicit and Explicit Adaptation

Recognizing the relevance of multiple learning processes is important for advancing a holistic
approach to understanding skill acquisition. Nonetheless, there remains the challenge to specify
the constraints associated with each component process. One way to hone in on implicit learning
involves creating conditions in which the SPE is fixed (Kim et al. 2018, Morehead et al. 2017,
Poh & Taylor 2019, Vandevoorde & Orban de Xivry 2019), exploiting the automatic response of
this process to this error signal, even at the expense of task success. In one variant, the timing and
radial extent of the feedback cursor are linked to hand motion, but the angular path is invariant,
independent of the angular path of the hand. The participant is fully informed of the “clamped”
perturbation and is instructed to always aim for the target, ignoring the feedback. Despite these
instructions, the behavior shows all of the hallmarks of recalibration (e.g., exponential “learning”
function, aftereffects, local generalization) (Morehead et al. 2017, Parvin et al. 2018). Importantly,
questionnaire data as well as within-task reports of hand position indicate that participants have
no awareness of this change in performance.

Since the size of the error remains invariant (and there is no change in TE), this method
provides a new way to examine the sensitivity of the recalibration system to error. In an initial
study of this question, both the trial-by-trial rate of change and the asymptotic level of adaptation
were found to be largely invariant across errors ranging in size from 7.5° to 60° (Morehead et al.
2017). Thus, the results from the clamp method converge with earlier findings indicating that
the response to large errors is attenuated (Fine & Thoroughman 2006, Marko et al. 2012,Wei &
Körding 2009); indeed, these data suggest that the response to errors over this range are satu-
rated. In contrast, with smaller errors, the initial rate of learning is roughly proportional (Kim
et al. 2018). Surprisingly, though, the differences in the initial slopes of the learning functions
evaporate; for example, clamp sizes of 1.75° and 15° converge toward a similar asymptote.

These observations led us to recast the basic state-space model, shifting the focus from how
error sensitivity constrains the input to the system (B in Equation 2) to an emphasis on how
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variation in error size constrains the output of the learning process. From this perspective, the
update to the sensorimotor map scales for small errors but quickly saturates at the maximum
value that the system is capable of changing from one trial to the next. Moreover, the sensitivity
to small errors may be modified over time. When initially experienced, the response to a small
error may be modest, perhaps reflecting that these errors may be the result of implementation
noise. But when observed repeatedly, the system becomes sensitized to that error, recognizing
that it likely reflects a change in the environment and thus mandates a corrective adjustment.

Why should implicit recalibration reach an asymptote when presented with clamped visual
feedback since the putative SPE signal is never eliminated? One possibility is consonant with
the standard state-space model interpretation: The asymptote is reached when the trial-by-trial
changes from learning and forgetting are in dynamic opposition. Another possibility is that the
asymptote reflects the limits of proprioceptive recalibration (or the system’s tolerance for pro-
prioceptive error). Even though the participant’s subjective experience is that the hand is moving
directly to the target, the proprioceptive system may be implicitly responding to a proprioceptive
SPE, one that counteracts the effects of the persistent visual SPE.

To date, there has been much less computational development of process models to account
for strategy use, at least in comparison to the research on implicit adaptation. Recently,McDougle
& Taylor (2019) proposed that, to implement an aiming strategy, participants engage in a men-
tal rotation process, shifting a movement plan that was initially directed to the target location
to the aiming location. Consistent with this hypothesis, reaction time increases with the size of
the perturbation, mirroring classic findings on mental rotation (Shepard & Metzler 1971). Al-
ternatively, aiming could be performed by choosing to reach toward a memorized or cached lo-
cation (see Haith & Krakauer 2018). In some ways, this would seem more efficient—why per-
form a time-consuming, continuous transformation from one target location to another when one
can retrieve a memory of the correct solution? However, the memory requirements constitute a
cost for caching. If there are eight possible target locations, it would be necessary to remember
eight aiming locations, or eight sets of action–outcome relationships, and these locations may be
shifting over time (given ongoing adaptation) (Butcher et al. 2017). Empirically, it appears that a
memory-based process is used when the number of target locations is small and an algorithmic
process (i.e., mental rotation) is used when the number of locations is large (McDougle & Taylor
2019).

4.9. Other Learning Processes

As any skilled athlete will affirm, practice is a necessary component of motor learning. The tennis
pro will spend countless hours practicing to get her serve to land in just the right spot. The out-
come of each serve provides salient feedback to refine the movement. However, mere repetition
can also strengthen a motor memory, even in the absence of feedback. The practice swings of the
baseball player as she steps up to bat do not result in any obvious feedback, yet all players engage
in this ritual. While the behavior may be cultural, the swings also likely help retrieve and solidify
a movement. The strengthening of a movement in the absence of overt feedback is referred to
as use-dependent learning (UDL) (Krakauer & Mazzoni 2011), and could be thought of as the
behavioral manifestation of Hebbian learning (Verstynen & Sabes 2011).

A striking example of UDL comes from a transcranial magnetic stimulation (TMS) study look-
ing at motor cortex plasticity. At the beginning of the session, the TMS coil was positioned over
M1 to elicit adduction of the thumb. The participant was then given the simple task of repeat-
edly abducting the thumb. Post training, the sameM1 stimulation now elicited thumbmovements
clearly shifted in the direction of abduction (Classen et al. 1998; see also Mawase et al. 2017).
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The ideal test of UDL would involve practice in which the participant is unaware of the move-
ment that is being repeated, given that complying with the experimental instructions may be re-
warding and recruit processes besides UDL.Diedrichsen et al. (2010b) created this situation with
a reaching task in which the goal was to terminate the movement at a particular distance from
the start location, independent of the reach angle. Thus, accuracy depended only on movement
extent, not direction. Following baseline reaches, the participant’s arm was passively moved the
appropriate distance by a robotic device, but, unbeknownst to the participants, the trajectory in-
creasingly deviated to one side over subsequent trials. Following these passive trials, voluntary
reaches performed by the participants resembled the deviated trajectory, even though that change
had been irrelevant to task performance (Diedrichsen et al. 2010b).

UDLwould seem an obvious candidate for a learning process that affects movement execution.
Indeed, the TMS changes described above suggest that repetition can have a rapid change in
the tuning profiles of neurons within M1. However, a recent paper suggests that a bias to repeat
recent movements may reflect constraints in action planning (Marinovic et al. 2017). These biases
become diminished when participants are given more time for movement preparation; conversely,
preparation for the repeatedmovement becomesmore rapid (Mawase et al. 2018).Thus, the effects
of UDL may arise in processes related to both action selection and movement execution.

The past decade has seen considerable interest in the role of reinforcement learning in the
motor domain. In reinforcement learning, the feedback is frequently binary, providing information
about the success or failure of an action, or scalar, in terms of providing information about the
magnitude of the reward.This stands in contrast to most motor learning tasks, where the feedback
is vectorial, providing information about the direction and magnitude of the error: We see that
the tennis serve was just outside the service box, not merely that the serve was out.

Can binary feedback be sufficient to learn a visuomotor rotation? Izawa & Shadmehr (2011)
provided salient positive feedback in the form of an exploding target formovements that fell within
a window corresponding to roughly the magnitude of normal motor variability. This window was
originally centered around the target but was gradually rotated, eventually reaching 8° away from
the target. Behaviorally, participants were able to track the rotation from the binary feedback.
However, learning was much more variable than that observed with standard, vectorial feedback,
suggesting an exploratory process (Cashaback et al. 2017, Therrien et al. 2018). Moreover, tests
of perceived hand position indicated that, unlike SPE-driven learning, the sensorimotor map was
unchanged by binary feedback.

These studies show that reinforcement alone can be an effective means of changing behavior.
The more interesting question is: How does reinforcement influence behavior when error-based
learning is also relevant? One hypothesis is that reward information has little effect on the rate
of learning, but strengthens retention (Galea et al. 2015, Shmuelof et al. 2012a; for a different
perspective, see Nikooyan & Ahmed 2015), on the basis of the observation that participants who
received rewards during a visuomotor rotation took longer to wash out than those who did not
receive rewards. However, Codol and colleagues (Codol et al. 2018, Holland et al. 2018) reported
that the maintenance of asymptotic performance during washout was under participants’ explicit
control; thus, the effect of reinforcement may be to make strategy use more salient, rather than
have a direct effect on an internal model.

Nonetheless, there are some provocative results indicating that reward may also modulate im-
plicit learning processes. If a target jumps mid-reach such that a rotated cursor lands within the
target, adaptation is attenuated (Leow et al. 2018). One interpretation of this effect is that having
the cursor land in the target results in a reward signal, which moderates the effect of the SPE
(Reichenthal et al. 2016). Presumably the “reward” occurs even though the participant is fully
aware that the outcome was not the direct result of his movement.
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This idea has also been explored in research using clamped visual feedback. In the same way
that the implicit recalibration system responds to the cursor as an SPE,missing the target may also
produce a TE, even though the task outcome is also outside the participant’s control.Manipulating
the size of the target offers one way to test this hypothesis (Kim et al. 2019): A clamp of a fixed
size will miss a small target (TE present) but land within a large target (TE absent), with the
SPE being the same in the two conditions. As with the target jump manipulation, adaptation is
strongly attenuated in the large target condition. This attenuation could come about via the direct
modulation of the adaptation system by an intrinsic reward signal, or the operation of a second
implicit learning process, one that learns from TE.

5. CONCLUDING REMARKS AND FUTURE DIRECTIONS

This review has covered a broad array of research on sensorimotor control and learning, using
reaching movements as a model task. In an interdisciplinary manner, this research has fueled the
development of formal models of motor planning and initiation, online control, and sensorimotor
learning. These models range in both scope and levels of analysis. For example, technological ad-
vances that have allowed for the simultaneous recording from multiple neurons, combined with
sophisticated data analysis methods, have opened up new perspectives onmotor planning, offering
a contrast to the representation-based perspective that had dominated the field. Similarly, simple
yet elegant novel behavioral manipulations have proven effective in revealing surprising phenom-
ena that have required an overhaul of the most basic models of motor learning.

We anticipate that the next decade will prove to be just as tumultuous and productive. New
tools are emerging that will allow the study of motor control to move beyond the conventional
laboratory setting. VR systems could be used to study movement in rich yet well-controlled envi-
ronments, or to create novel contexts for exploring the flexible and adaptive nature of our motor
system (Levin et al. 2015). Apps and other technologies will allow movements to be studied “in
the wild,” creating robust data sets to be mined in the search for general organizational principles
that hold across the range of conditions in which we interact with the environment (Mathis et al.
2018). Machine learning algorithms will surely be recruited to plow through the deluge of data
that is bound to be produced by these new technologies. The future for our field is surely exciting,
with insights from this research inspiring translational advances for robotics, neuroprosthetics,
and physical rehabilitation interventions.

Thoughts of our future are also unsettling because of the temptation to let the tools define the
questions, with the danger of losing sight of the behavior we are trying to understand (Krakauer
et al. 2017).We close this article by outlining a few of the open questions we hope to see answered
when the next set of authors come along to review the state of sensorimotor control for this journal.

FUTURE ISSUES

1. What are the mechanisms operating at different stages of motor planning and imple-
mentation, and how do they interact? How do we bring together computational ideas
concerned with addressing high-level task requirements (e.g., where and when to move)
with lower-level requirements needed to generate the motor commands that activate the
appropriate muscles?

2. How does the sensorimotor system deal with variability? Is execution variability always
“bad” (noise), something that needs to be minimized? And if variability associated with
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planning can be “good,” supportive of exploitation, how does the system distinguish be-
tween different types of variability?

3. How do intrinsic rewards (values) associated with task goals affect action selection and
online control? How do we define and formalize a principled cost function that incor-
porates the many dimensions that constrain our movements?

4. What is the computational role of the cerebellum in strategy use during sensorimotor
learning?

5. Are there unifying principles for understanding sensorimotor learning in a broad con-
text? How do insights obtained in behavioral studies of sensorimotor learning bear on
our understanding of more general features of skill learning?

DISCLOSURE STATEMENT

The authors are not aware of any affiliations, memberships, funding, or financial holdings that
might be perceived as affecting the objectivity of this review.

ACKNOWLEDGMENTS

This work was supported by grants R35 NS116883 and R01 NS1058389 from the National In-
stitutes of Health (NIH). H.E.K. was funded by grants K12 HD055931 from the NIH and M3X
1934650 from the National Science Foundation.

LITERATURE CITED

Addou T, Krouchev N, Kalaska JF. 2011. Colored context cues can facilitate the ability to learn and to switch
between multiple dynamical force fields. J. Neurophysiol. 106(1):163–83

Avraham G, Morehead JR, Kim HE, Ivry RB. 2020. Re-exposure to a sensorimotor perturbation produces
opposite effects on explicit and implicit learning processes. bioRxiv 2020.07.16.205609.https://doi.org/
10.1101/2020.07.16.205609

Bastian A,Riehle A,ErlhagenW,SchönerG. 1998.Prior information preshapes the population representation
of movement direction in motor cortex.NeuroReport 9(2):315

Bédard P, Sanes JN. 2014. Brain representations for acquiring and recalling visual–motor adaptations.
NeuroImage 101:225–35

Ben-Itzhak S, Karniel A. 2007.Minimum acceleration criterion with constraints implies bang-bang control as
an underlying principle for optimal trajectories of arm reaching movements.Neural Comput. 20(3):779–
812

Bernard JA, Seidler RD. 2013. Cerebellar contributions to visuomotor adaptation and motor sequence learn-
ing: an ALE meta-analysis. Front. Hum. Neurosci. 7:27

Bernardi NF, Van Vugt FT, Valle-Mena RR, Vahdat S, Ostry DJ. 2018. Error-related persistence of motor
activity in resting-state networks. J. Cogn. Neurosci. 30(12):1883–901

BernikerM,Kording KP. 2011. Estimating the relevance of world disturbances to explain savings, interference
and long-term motor adaptation effects. PLOS Comput. Biol. 7(10):e1002210

Bond KM, Taylor JA. 2015. Flexible explicit but rigid implicit learning in a visuomotor adaptation task.
J. Neurophysiol. 113(10):3836–49

Braitenberg V. 1986. Vehicles: Experiments in Synthetic Psychology. Cambridge, MA: MIT Press
Brashers-KrugT,Shadmehr R,Bizzi E. 1996.Consolidation in humanmotormemory.Nature 382(6588):252–

55

www.annualreviews.org • Psychology of Reaching 87

A
nn

u.
 R

ev
. P

sy
ch

ol
. 2

02
1.

72
:6

1-
95

. D
ow

nl
oa

de
d 

fr
om

 w
w

w
.a

nn
ua

lr
ev

ie
w

s.
or

g
 A

cc
es

s 
pr

ov
id

ed
 b

y 
U

ni
ve

rs
ity

 o
f 

C
al

if
or

ni
a 

- 
B

er
ke

le
y 

on
 0

1/
05

/2
1.

 F
or

 p
er

so
na

l u
se

 o
nl

y.
 

https://doi.org/10.1101/2020.07.16.205609


Brayanov JB, Press DZ, Smith MA. 2012. Motor memory is encoded as a gain-field combination of intrinsic
and extrinsic action representations. J. Neurosci. 32(43):14951–65

Brennan AE, Smith MA. 2015. The decay of motor memories is independent of context change detection.
PLOS Comput. Biol. 11(6):e1004278

Brudner SN,Kethidi N,Graeupner D, Ivry RB,Taylor JA. 2016.Delayed feedback during sensorimotor learn-
ing selectively disrupts adaptation but not strategy use. J. Neurophysiol. 115(3):1499–511

Butcher PA, Ivry RB, Kuo S-H, Rydz D, Krakauer JW, Taylor JA. 2017. The cerebellum does more than
sensory prediction error-based learning in sensorimotor adaptation tasks. J. Neurophysiol. 118(3):1622–
36

Carroll TJ, McNamee D, Ingram JN, Wolpert DM. 2019. Rapid visuomotor responses reflect value-based
decisions. J. Neurosci. 39(20):3906–20

Cashaback JGA, McGregor HR, Mohatarem A, Gribble PL. 2017. Dissociating error-based and
reinforcement-based loss functions during sensorimotor learning. PLOS Comput. Biol. 13(7):e1005623

Chapman CS, Gallivan JP,Wood DK,Milne JL, Culham JC, Goodale MA. 2010. Reaching for the unknown:
multiple target encoding and real-time decision-making in a rapid reach task. Cognition 116(2):168–76

Charalambous CC,Alcantara CC,FrenchMA,Li X,Matt KS, et al. 2018.A single exercise bout and locomotor
learning after stroke: physiological, behavioural, and computational outcomes. J. Physiol. 596(10):1999–
2016

ChurchlandMM,Afshar A, ShenoyKV. 2006.A central source of movement variability.Neuron 52(6):1085–96
Churchland MM, Cunningham JP, Kaufman MT, Ryu SI, Shenoy KV. 2010. Cortical preparatory activity:

representation of movement or first cog in a dynamical machine? Neuron 68(3):387–400
Cisek P. 2006. Integrated neural processes for defining potential actions and deciding between them: a com-

putational model. J. Neurosci. 26(38):9761–70
Cisek P. 2007. Cortical mechanisms of action selection: the affordance competition hypothesis. Philos. Trans.

R. Soc. B 362(1485):1585–99
Cisek P, Kalaska JF. 2005. Neural correlates of reaching decisions in dorsal premotor cortex: specification of

multiple direction choices and final selection of action.Neuron 45(5):801–14
Classen J, Liepert J, Wise SP, Hallett M, Cohen LG. 1998. Rapid plasticity of human cortical movement

representation induced by practice. J. Neurophysiol. 79(2):1117–23
Codol O, Holland PJ, Galea JM. 2018. The relationship between reinforcement and explicit control during

visuomotor adaptation. Sci. Rep. 8:9121
Criscimagna-Hemminger SE, Shadmehr R. 2008. Consolidation patterns of human motor memory. J. Neu-

rosci. 28(39):9610–18
Dale R, Kehoe C, Spivey MJ. 2007. Graded motor responses in the time course of categorizing atypical ex-

emplars.Mem. Cogn. 35(1):15–28
Day BL, Lyon IN. 2000. Voluntary modification of automatic arm movements evoked by motion of a visual

target. Exp. Brain Res. 130(2):159–68
Day KA, Roemmich RT, Taylor JA, Bastian AJ. 2016. Visuomotor learning generalizes around the intended

movement. eNeuro 3(2):ENEURO.0005-16.2016
Dekleva BM, Kording KP,Miller LE. 2018. Single reach plans in dorsal premotor cortex during a two-target

task.Nat. Commun. 9:3556
Derosiere G,Klein P-A,Nozaradan S, Zénon A,Mouraux A,Duque J. 2018. Visuomotor correlates of conflict

expectation in the context of motor decisions. J. Neurosci. 38(44):9486–504
Desmurget M, Pélisson D,Urquizar C, Prablanc C, Alexander GE,Grafton ST. 1998. Functional anatomy of

saccadic adaptation in humans.Nat. Neurosci. 1(6):524–28
Dhawale AK, Smith MA, Ölveczky BP. 2017. The role of variability in motor learning. Annu. Rev. Neurosci.

40:479–98
Diedrichsen J. 2007.Optimal task-dependent changes of bimanual feedback control and adaptation.Curr. Biol.

17(19):1675–79
Diedrichsen J, Hashambhoy Y, Rane T, Shadmehr R. 2005. Neural correlates of reach errors. J. Neurosci.

25(43):9919–31
Diedrichsen J, Hazeltine E, Kennerley S, Ivry RB. 2001. Moving to directly cued locations abolishes spatial

interference during bimanual actions. Psychol. Sci. 12(6):493–98

88 Kim • Avraham • Ivry

A
nn

u.
 R

ev
. P

sy
ch

ol
. 2

02
1.

72
:6

1-
95

. D
ow

nl
oa

de
d 

fr
om

 w
w

w
.a

nn
ua

lr
ev

ie
w

s.
or

g
 A

cc
es

s 
pr

ov
id

ed
 b

y 
U

ni
ve

rs
ity

 o
f 

C
al

if
or

ni
a 

- 
B

er
ke

le
y 

on
 0

1/
05

/2
1.

 F
or

 p
er

so
na

l u
se

 o
nl

y.
 



Diedrichsen J, Shadmehr R, Ivry RB. 2010a. The coordination of movement: optimal feedback control and
beyond. Trends Cogn. Sci. 14(1):31–39

Diedrichsen J, White O, Newman D, Lally N. 2010b. Use-dependent and error-based learning of motor
behaviors. J. Neurosci. 30(15):5159–66

Dingwell JB, Mah CD, Mussa-Ivaldi FA. 2004. Experimentally confirmed mathematical model for human
control of a non-rigid object. J. Neurophysiol. 91(3):1158–70

DonchinO,Francis JT, Shadmehr R. 2003.Quantifying generalization from trial-by-trial behavior of adaptive
systems that learn with basis functions: theory and experiments in human motor control. J. Neurosci.
23(27):9032–45

Elsayed GF, Lara AH, Kaufman MT, Churchland MM, Cunningham JP. 2016. Reorganization between
preparatory and movement population responses in motor cortex.Nat. Commun. 7:13239

Faisal AA, Selen LPJ, Wolpert DM. 2008. Noise in the nervous system.Nat. Rev. Neurosci. 9(4):292–303
Feldman AG. 1986. Once more on the equilibrium-point hypothesis (λ model) for motor control. J. Motor

Behav. 18(1):17–54
Fernandez-Ruiz J, Wong W, Armstrong IT, Flanagan JR. 2011. Relation between reaction time and reach

errors during visuomotor adaptation. Behav. Brain Res. 219(1):8–14
Fine MS, Thoroughman KA. 2006. Motor adaptation to single force pulses: sensitive to direction but insen-

sitive to within-movement pulse placement and magnitude. J. Neurophysiol. 96(2):710–20
Fine MS, Thoroughman KA. 2007. Trial-by-trial transformation of error into sensorimotor adaptation

changes with environmental dynamics. J. Neurophysiol. 98(3):1392–404
Fitts PM. 1954. The information capacity of the human motor system in controlling the amplitude of move-

ment. J. Exp. Psychol. 47(6):381–91
Flash T, Hogan N. 1985. The coordination of arm movements: an experimentally confirmed mathematical

model. J. Neurosci. 5(7):1688–703
Franklin DW, Reichenbach A, Franklin S, Diedrichsen J. 2016. Temporal evolution of spatial computations

for visuomotor control. J. Neurosci. 36(8):2329–41
Franklin DW, Wolpert DM. 2008. Specificity of reflex adaptation for task-relevant variability. J. Neurosci.

28(52):14165–75
Fu QG, Suarez JI, Ebner TJ. 1993. Neuronal specification of direction and distance during reaching move-

ments in the superior precentral premotor area and primary motor cortex of monkeys. J. Neurophysiol.
70(5):2097–116

Galea JM, Mallia E, Rothwell J, Diedrichsen J. 2015. The dissociable effects of punishment and reward on
motor learning.Nat. Neurosci. 18(4):597–602

Gallivan JP, Chapman CS, Wolpert DM, Flanagan JR. 2018. Decision-making in sensorimotor control. Nat.
Rev. Neurosci. 19(9):519–34

Gallivan JP, Stewart BM, Baugh LA, Wolpert DM, Flanagan JR. 2017. Rapid automatic motor encoding of
competing reach options. Cell Rep. 18(7):1619–26

Gandolfo F, Mussa-Ivaldi FA, Bizzi E. 1996. Motor learning by field approximation. PNAS 93(9):3843–46
Georgopoulos AP, Kalaska JF, Caminiti R, Massey JT. 1982. On the relations between the direction of two-

dimensional arm movements and cell discharge in primate motor cortex. J. Neurosci. 2(11):1527–37
Gonzalez Castro LN,Hadjiosif AM,Hemphill MA, Smith MA. 2014. Environmental consistency determines

the rate of motor adaptation. Curr. Biol. 24(10):1050–61
Gordon J, Ghilardi MF, Cooper SE, Ghez C. 1994a. Accuracy of planar reaching movements. II. Systematic

extent errors resulting from inertial anisotropy. Exp. Brain Res. 99(1):112–30
Gordon J,Ghilardi MF,Ghez C. 1994b. Accuracy of planar reaching movements. I. Independence of direction

and extent variability. Exp. Brain Res. 99(1):97–111
Graydon FX, Friston KJ, Thomas CG, Brooks VB,Menon RS. 2005. Learning-related fMRI activation asso-

ciated with a rotational visuo-motor transformation. Cogn. Brain Res. 22(3):373–83
Griffin DM, Hoffman DS, Strick PL. 2015. Corticomotoneuronal cells are “functionally tuned.” Science

350(6261):667–70
Gu C, Pruszynski JA, Gribble PL, Corneil BD. 2018. A rapid visuomotor response on the human upper limb

is selectively influenced by implicit motor learning. J. Neurophysiol. 121(1):85–95

www.annualreviews.org • Psychology of Reaching 89

A
nn

u.
 R

ev
. P

sy
ch

ol
. 2

02
1.

72
:6

1-
95

. D
ow

nl
oa

de
d 

fr
om

 w
w

w
.a

nn
ua

lr
ev

ie
w

s.
or

g
 A

cc
es

s 
pr

ov
id

ed
 b

y 
U

ni
ve

rs
ity

 o
f 

C
al

if
or

ni
a 

- 
B

er
ke

le
y 

on
 0

1/
05

/2
1.

 F
or

 p
er

so
na

l u
se

 o
nl

y.
 



Gupta R, Ashe J. 2007. Lack of adaptation to random conflicting force fields of variable magnitude. J. Neuro-
physiol. 97(1):738–45

Hadjiosif A, Smith M. 2013. Savings is restricted to the temporally labile component of motor adaptation. In
Proceedings of the 2013 Conference on Translational and Computational Motor Control, pp. 409–19.New York:
ACM

Haith AM, Huberdeau DM, Krakauer JW. 2015a. Hedging your bets: intermediate movements as optimal
behavior in the context of an incomplete decision. PLOS Comput. Biol. 11(3):e1004171

Haith AM, Huberdeau DM, Krakauer JW. 2015b. The influence of movement preparation time on the ex-
pression of visuomotor learning and savings. J. Neurosci. 35(13):5109–17

Haith AM, Krakauer JW. 2018. The multiple effects of practice: skill, habit and reduced cognitive load. Curr.
Opin. Behav. Sci. 20:196–201

Harris CM,Wolpert DM. 1998. Signal-dependent noise determines motor planning.Nature 394(6695):780–
84

Harris CS. 1974. Beware of the straight-ahead shift—a nonperceptual change in experiments on adaptation
to displaced vision. Perception 3(4):461–76

Hayashi T, Kato Y, Nozaki D. 2019. Divisively normalized integration of multisensory error information
develops motor memories specific to vision and proprioception. bioRxiv 561332. https://doi.org/10.
1101/561332

Holland PJ, Codol O, Galea JM. 2018. The contribution of explicit processes to reinforcement-based motor
learning. J. Neurophysiol. 119(6):2241–55

Howard IS, Ford C, Cangelosi A, Franklin DW. 2017. Active lead-in variability affects motor memory forma-
tion and slows motor learning. Sci. Rep. 7:7806

Howard IS, Ingram JN, Franklin DW, Wolpert DM. 2012. Gone in 0.6 seconds: The encoding of motor
memories depends on recent sensorimotor states. J. Neurosci. 32(37):12756–68

Howard IS,Wolpert DM, Franklin DW. 2015. The value of the follow-through derives from motor learning
depending on future actions. Curr. Biol. 25(3):397–401

Huang VS, Haith A, Mazzoni P, Krakauer JW. 2011. Rethinking motor learning and savings in adaptation
paradigms: Model-free memory for successful actions combines with internal models.Neuron 70(4):787–
801

HuberdeauDM,Haith AM,Krakauer JW.2015.Formation of a long-termmemory for visuomotor adaptation
following only a few trials of practice. J. Neurophysiol. 114(2):969–77

Huberdeau DM, Krakauer JW, Haith AM. 2019. Practice induces a qualitative change in the memory repre-
sentation for visuomotor learning. J. Neurophysiol. 122(3):1050–59

Hudson TE, LandyMS. 2012.Motor learning reveals the existence of multiple codes for movement planning.
J. Neurophysiol. 108(10):2708–16

Hudson TE, Landy MS. 2016. Sinusoidal error perturbation reveals multiple coordinate systems for sensory
motor adaptation. Vis. Res. 119:82–98

Hudson TE, Maloney LT, Landy MS. 2007. Movement planning with probabilistic target information.
J. Neurophysiol. 98(5):3034–46

Imamizu H, Kuroda T, Miyauchi S, Yoshioka T, Kawato M. 2003. Modular organization of internal models
of tools in the human cerebellum. PNAS 100(9):5461–66

Imamizu H, Miyauchi S, Tamada T, Sasaki Y, Takino R, et al. 2000. Human cerebellar activity reflecting an
acquired internal model of a new tool.Nature 403:192–95

Ivry RB, Diedrichsen J, Spencer R, Hazeltine E, Semjen A. 2004. A cognitive neuroscience perspective on
bimanual coordination and interference. In Neuro-Behavioral Determinants of Interlimb Coordination: A
Multidisciplinary Approach, ed. SP Swinnen, J Duysens, pp. 259–95. Boston: Springer

Izawa J, Criscimagna-Hemminger SE, Shadmehr R. 2012. Cerebellar contributions to reach adaptation and
learning sensory consequences of action. J. Neurosci. 32(12):4230–39

Izawa J, Shadmehr R. 2011. Learning from sensory and reward prediction errors during motor adaptation.
PLOS Comput. Biol. 7(3):e1002012

Jones KE, Hamilton AF, Wolpert DM. 2002. Sources of signal-dependent noise during isometric force pro-
duction. J. Neurophysiol. 88(3):1533–44

90 Kim • Avraham • Ivry

A
nn

u.
 R

ev
. P

sy
ch

ol
. 2

02
1.

72
:6

1-
95

. D
ow

nl
oa

de
d 

fr
om

 w
w

w
.a

nn
ua

lr
ev

ie
w

s.
or

g
 A

cc
es

s 
pr

ov
id

ed
 b

y 
U

ni
ve

rs
ity

 o
f 

C
al

if
or

ni
a 

- 
B

er
ke

le
y 

on
 0

1/
05

/2
1.

 F
or

 p
er

so
na

l u
se

 o
nl

y.
 

https://doi.org/10.1101/561332


Jordan MI, Rumelhart DE. 1992. Forward models: supervised learning with a distal teacher. Cogn. Sci.
16(3):307–54

Kakei S, Hoffman DS, Strick PL. 1999. Muscle and movement representations in the primary motor cortex.
Science 285(5436):2136–39

Kakei S, Hoffman DS, Strick PL. 2001. Direction of action is represented in the ventral premotor cortex.Nat.
Neurosci. 4(10):1020–25

Kelso JA, Holt KG. 1980. Exploring a vibratory systems analysis of human movement production. J. Neuro-
physiol. 43(5):1183–96

Kim HE, Morehead JR, Parvin DE, Moazzezi R, Ivry RB. 2018. Invariant errors reveal limitations in motor
correction rather than constraints on error sensitivity. Commun. Biol. 1:19

KimHE, Parvin DE, Ivry RB. 2019. The influence of task outcome on implicit motor learning. eLife 8:e39882
Kitago T, Ryan SL, Mazzoni P, Krakauer JW, Haith AM. 2013. Unlearning versus savings in visuomotor

adaptation: comparing effects of washout, passage of time, and removal of errors on motor memory.
Front. Hum. Neurosci. 7:307

Klaes C, Westendorff S, Chakrabarti S, Gail A. 2011. Choosing goals, not rules: deciding among rule-based
action plans.Neuron 70(3):536–48

Klein P-A,Olivier E,Duque J. 2012. Influence of reward on corticospinal excitability duringmovement prepa-
ration. J. Neurosci. 32(50):18124–36

Kluzik J, Diedrichsen J, Shadmehr R, Bastian AJ. 2008. Reach adaptation: What determines whether we learn
an internal model of the tool or adapt the model of our arm? J. Neurophysiol. 100(3):1455–64

Kording KP. 2014. Bayesian statistics: relevant for the brain? Curr. Opin. Neurobiol. 25:130–33
Krakauer JW. 2019. The intelligent reflex. Philos. Psychol. 32(5):823–31
Krakauer JW,Ghazanfar AA,Gomez-Marin A,MacIver MA, Poeppel D. 2017.Neuroscience needs behavior:

correcting a reductionist bias.Neuron 93(3):480–90
Krakauer JW, Ghilardi M-F, Ghez C. 1999. Independent learning of internal models for kinematic and dy-

namic control of reaching.Nat. Neurosci. 2(11):1026–31
Krakauer JW,GhilardiM-F,MentisM,Barnes A,VeytsmanM,et al. 2004.Differential cortical and subcortical

activations in learning rotations and gains for reaching: a PET study. J. Neurophysiol. 91(2):924–33
Krakauer JW, Hadjiosif AM, Xu J, Wong AL, Haith AM. 2019. Motor learning. Compr. Physiol. 9(2):613–63
Krakauer JW, Mazzoni P. 2011. Human sensorimotor learning: adaptation, skill, and beyond. Curr. Opin.

Neurobiol. 21(4):636–44
Krakauer JW, Pine ZM, Ghilardi M-F, Ghez C. 2000. Learning of visuomotor transformations for vectorial

planning of reaching trajectories. J. Neurosci. 20(23):8916–24
Lara AH, Cunningham JP, Churchland MM. 2018. Different population dynamics in the supplementary mo-

tor area and motor cortex during reaching.Nat. Commun. 9:2754
Leib R, Karniel A. 2012. Minimum acceleration with constraints of center of mass: a unified model for arm

movements and object manipulation. J. Neurophysiol. 108(6):1646–55
Leow L-A, Marinovic W, de Rugy A, Carroll TJ. 2018. Task errors contribute to implicit aftereffects in sen-

sorimotor adaptation. Eur. J. Neurosci. 48(11):3397–409
Levin MF,Weiss PL, Keshner EA. 2015. Emergence of virtual reality as a tool for upper limb rehabilitation:

incorporation of motor control and motor learning principles. Phys. Ther. 95(3):415–25
Liem EIML, Frens MA, Smits M, van der Geest JN. 2013. Cerebellar activation related to saccadic inaccura-

cies. Cerebellum 12(2):224–35
Liu D, Todorov E. 2007. Evidence for the flexible sensorimotor strategies predicted by optimal feedback

control. J. Neurosci. 27(35):9354–68
Logan CG,Grafton ST. 1995. Functional anatomy of human eyeblink conditioning determined with regional

cerebral glucose metabolism and positron-emission tomography. PNAS 92(16):7500–4
Marinovic W, Poh E, de Rugy A, Carroll TJ. 2017. Action history influences subsequent movement via two

distinct processes. eLife Sci. 6:e26713
Marko MK, Haith AM, Harran MD, Shadmehr R. 2012. Sensitivity to prediction error in reach adaptation.

J. Neurophysiol. 108(6):1752–63
Marsden CD, Merton PA, Morton HB. 1981. Human postural responses. Brain 104(3):513–34

www.annualreviews.org • Psychology of Reaching 91

A
nn

u.
 R

ev
. P

sy
ch

ol
. 2

02
1.

72
:6

1-
95

. D
ow

nl
oa

de
d 

fr
om

 w
w

w
.a

nn
ua

lr
ev

ie
w

s.
or

g
 A

cc
es

s 
pr

ov
id

ed
 b

y 
U

ni
ve

rs
ity

 o
f 

C
al

if
or

ni
a 

- 
B

er
ke

le
y 

on
 0

1/
05

/2
1.

 F
or

 p
er

so
na

l u
se

 o
nl

y.
 



Martin TA,Keating JG,Goodkin HP, Bastian AJ, ThachWT. 1996.Throwing while looking through prisms.
II. Specificity and storage of multiple gaze–throw calibrations. Brain 119(4):1199–211

Mathis A,Mamidanna P, Cury KM,Abe T,Murthy VN, et al. 2018.DeepLabCut: markerless pose estimation
of user-defined body parts with deep learning.Nat. Neurosci. 21(9):1281–89

Mawase F, Lopez D, Celnik PA, Haith AM. 2018. Movement repetition facilitates response preparation. Cell
Rep. 24(4):801–8

Mawase F,Uehara S,Bastian AJ,Celnik P. 2017.Motor learning enhances use-dependent plasticity. J.Neurosci.
37(10):2673–85

Mazzoni P, Krakauer JW. 2006. An implicit plan overrides an explicit strategy during visuomotor adaptation.
J. Neurosci. 26(14):3642–45

McDougle SD, Bond KM, Taylor JA. 2015. Explicit and implicit processes constitute the fast and slow pro-
cesses of sensorimotor learning. J. Neurosci. 35(26):9568–79

McDougle SD, Bond KM, Taylor JA. 2017. Implications of plan-based generalization in sensorimotor adap-
tation. J. Neurophysiol. 118(1):383–93

McDougle SD, Taylor JA. 2019. Dissociable cognitive strategies for sensorimotor learning. Nat. Commun.
10:40

McKinstry C, Dale R, Spivey MJ. 2008. Action dynamics reveal parallel competition in decision making.
Psychol. Sci. 19(1):22–24

Mechsner F, Kerzel D, Knoblich G, Prinz W. 2001. Perceptual basis of bimanual coordination. Nature
414(6859):69–73

Miall RC, Christensen LOD, Cain O, Stanley J. 2007. Disruption of state estimation in the human lateral
cerebellum. PLOS Biol. 5(11):e316

Miall RC, Jenkinson N, Kulkarni K. 2004. Adaptation to rotated visual feedback: a re-examination of motor
interference. Exp. Brain Res. 154(2):201–10

Miall RC, Weir DJ, Wolpert DM, Stein JF. 1993. Is the cerebellum a Smith predictor? J. Motor Behav.
25(3):203–16

Miyamoto YR, Wang S, Smith MA. 2020. Implicit adaptation compensates for erratic explicit strategy in
human motor learning.Nat. Neurosci. 23:443–55

Morasso P. 1981. Spatial control of arm movements. Exp. Brain Res. 42(2):223–27
Morehead JR, Qasim SE, Crossley MJ, Ivry RB. 2015. Savings upon re-aiming in visuomotor adaptation.

J. Neurosci. 35(42):14386–96
Morehead JR, Taylor JA, Parvin DE, Ivry RB. 2017. Characteristics of implicit sensorimotor adaptation re-

vealed by task-irrelevant clamped feedback. J. Cogn. Neurosci. 29(6):1061–74
Morton SM, Bastian AJ. 2006. Cerebellar contributions to locomotor adaptations during splitbelt treadmill

walking. J. Neurosci. 26(36):9107–16
Nashed JY, Crevecoeur F, Scott SH. 2014. Rapid online selection between multiple motor plans. J. Neurosci.

34(5):1769–80
Nezafat R, Shadmehr R, Holcomb HH. 2001. Long-term adaptation to dynamics of reaching movements: a

PET study. Exp. Brain Res. 140(1):66–76
Nielsen JB. 2004. Sensorimotor integration at spinal level as a basis for muscle coordination during voluntary

movement in humans. J. Appl. Physiol. 96(5):1961–67
Nikooyan AA, Ahmed AA. 2015. Reward feedback accelerates motor learning. J. Neurophysiol. 113(2):633–46
Oliveira FTP, Diedrichsen J, Verstynen T, Duque J, Ivry RB. 2010. Transcranial magnetic stimulation of

posterior parietal cortex affects decisions of hand choice. PNAS 107(41):17751–56
OostwoudWijdenes L, Ivry RB, Bays PM. 2016. Competition between movement plans increases motor vari-

ability: evidence of a shared resource for movement planning. J. Neurophysiol. 116(3):1295–303
Padoa-Schioppa C. 2011.Neurobiology of economic choice: a good-basedmodel.Annu.Rev.Neurosci.34:333–

59
Panouillères M, Alahyane N, Urquizar C, Salemme R, Nighoghossian N, et al. 2013. Effects of structural and

functional cerebellar lesions on sensorimotor adaptation of saccades. Exp. Brain Res. 231(1):1–11
Parvin DE, McDougle SD, Taylor JA, Ivry RB. 2018. Credit assignment in a motor decision making task is

influenced by agency and not sensory prediction errors. J. Neurosci. 38(19):4521–30

92 Kim • Avraham • Ivry

A
nn

u.
 R

ev
. P

sy
ch

ol
. 2

02
1.

72
:6

1-
95

. D
ow

nl
oa

de
d 

fr
om

 w
w

w
.a

nn
ua

lr
ev

ie
w

s.
or

g
 A

cc
es

s 
pr

ov
id

ed
 b

y 
U

ni
ve

rs
ity

 o
f 

C
al

if
or

ni
a 

- 
B

er
ke

le
y 

on
 0

1/
05

/2
1.

 F
or

 p
er

so
na

l u
se

 o
nl

y.
 



Pearson TS, Krakauer JW, Mazzoni P. 2010. Learning not to generalize: modular adaptation of visuomotor
gain. J. Neurophysiol. 103(6):2938–52

Poh E, Carroll TJ, Taylor JA. 2016. Effect of coordinate frame compatibility on the transfer of implicit and
explicit learning across limbs. J. Neurophysiol. 116(3):1239–49

Poh E,Taylor JA. 2019.Generalization via superposition: combined effects of mixed reference frame represen-
tations for explicit and implicit learning in a visuomotor adaptation task. J. Neurophysiol. 121(5):1953–66

Polit A, Bizzi E. 1979. Characteristics of motor programs underlying arm movements in monkeys. J. Neuro-
physiol. 42(1):183–94

Pruszynski JA, Kurtzer I, Lillicrap TP, Scott SH. 2009. Temporal evolution of “automatic gain-scaling.”
J. Neurophysiol. 102(2):992–1003

Pruszynski JA, Scott SH. 2012. Optimal feedback control and the long-latency stretch response. Exp. Brain
Res. 218(3):341–59

ReddingGM,Wallace B. 1978. Sources of “overadditivity” in prism adaptation.Percept. Psychophys. 24(1):58–62
Reichenbach A, Franklin DW, Zatka-Haas P, Diedrichsen J. 2014. A dedicated binding mechanism for the

visual control of movement. Curr. Biol. 24(7):780–85
Reichenthal M, Avraham G, Karniel A, Shmuelof L. 2016. Target size matters: target errors contribute to the

generalization of implicit visuomotor learning. J. Neurophysiol. 116(2):411–24
Roemmich RT, Long AW, Bastian AJ. 2016. Seeing the errors you feel enhances locomotor performance but

not learning. Curr. Biol. 26(20):2707–16
Rosenbaum DA, Dawson AM, Challis JH. 2006. Haptic tracking permits bimanual independence. J. Exp.

Psychol. Hum. Percept. Perform. 32(5):1266–75
Sainburg RL, Lateiner JE, Latash ML, Bagesteiro LB. 2003. Effects of altering initial position on movement

direction and extent. J. Neurophysiol. 89(1):401–15
Sainburg RL, Wang J. 2002. Interlimb transfer of visuomotor rotations: independence of direction and final

position information. Exp. Brain Res. 145(4):437–47
Scheidt RA, Reinkensmeyer DJ, Conditt MA, RymerWZ,Mussa-Ivaldi FA. 2000. Persistence of motor adap-

tation during constrained, multi-joint, arm movements. J. Neurophysiol. 84(2):853–62
Schlerf JE, Galea JM, Bastian AJ, Celnik PA. 2012. Dynamic modulation of cerebellar excitability for abrupt,

but not gradual, visuomotor adaptation. J. Neurosci. 32(34):11610–17
Schmidt RA, Zelaznik H, Hawkins B, Frank JS, Quinn JT Jr. 1979. Motor-output variability: a theory for the

accuracy of rapid motor acts. Psychol. Rev. 86(5):415–51
Schween R, McDougle SD, Hegele M, Taylor JA. 2020. Assessing explicit strategies in force field adaptation.

J. Neurophysiol. 123(4):1552–65
Scott SH. 2004. Optimal feedback control and the neural basis of volitional motor control.Nat. Rev. Neurosci.

5(7):532–46
Scott SH, Cluff T, Lowrey CR, Takei T. 2015. Feedback control during voluntary motor actions. Curr. Opin.

Neurobiol. 33:85–94
Selen LPJ, Shadlen MN, Wolpert DM. 2012. Deliberation in the motor system: Reflex gains track evolving

evidence leading to a decision. J. Neurosci. 32(7):2276–86
Serruya MD, Hatsopoulos NG, Paninski L, Fellows MR, Donoghue JP. 2002. Instant neural control of a

movement signal.Nature 416(6877):141–42
Shadmehr R, Holcomb HH. 1997. Neural correlates of motor memory consolidation. Science 277(5327):821–

25
Shadmehr R, Huang HJ, Ahmed AA. 2016. A representation of effort in decision-making and motor control.

Curr. Biol. 26(14):1929–34
Shadmehr R, Krakauer JW. 2008. A computational neuroanatomy for motor control. Exp. Brain Res.

185(3):359–81
Shadmehr R, Moussavi ZMK. 2000. Spatial generalization from learning dynamics of reaching movements.

J. Neurosci. 20(20):7807–15
Shadmehr R, Mussa-Ivaldi FA. 1994. Adaptive representation of dynamics during learning of a motor task.

J. Neurosci. 14(5):3208–24
Shadmehr R, Smith MA, Krakauer JW. 2010. Error correction, sensory prediction, and adaptation in motor

control. Annu. Rev. Neurosci. 33:89–108

www.annualreviews.org • Psychology of Reaching 93

A
nn

u.
 R

ev
. P

sy
ch

ol
. 2

02
1.

72
:6

1-
95

. D
ow

nl
oa

de
d 

fr
om

 w
w

w
.a

nn
ua

lr
ev

ie
w

s.
or

g
 A

cc
es

s 
pr

ov
id

ed
 b

y 
U

ni
ve

rs
ity

 o
f 

C
al

if
or

ni
a 

- 
B

er
ke

le
y 

on
 0

1/
05

/2
1.

 F
or

 p
er

so
na

l u
se

 o
nl

y.
 



Shadmehr R, Wise SP. 2005. The Computational Neurobiology of Reaching and Pointing: A Foundation for Motor
Learning. Cambridge, MA: MIT Press

Sheahan HR, Franklin DW,Wolpert DM. 2016. Motor planning, not execution, separates motor memories.
Neuron 92(4):773–79

Shenoy KV, Sahani M, Churchland MM. 2013. Cortical control of arm movements: a dynamical systems
perspective. Annu. Rev. Neurosci. 36:337–59

Shepard RN, Metzler J. 1971. Mental rotation of three-dimensional objects. Science 171(3972):701–3
Shmuelof L, Huang VS, Haith AM, Delnicki RJ, Mazzoni P, Krakauer JW. 2012a. Overcoming motor “for-

getting” through reinforcement of learned actions. J. Neurosci. 32(42):14617–21
Shmuelof L, Krakauer JW, Mazzoni P. 2012b. How is a motor skill learned? Change and invariance at the

levels of task success and trajectory control. J. Neurophysiol. 108(2):578–94
Sing GC, Smith MA. 2010. Reduction in learning rates associated with anterograde interference results from

interactions between different timescales in motor adaptation. PLOS Comput. Biol. 6(8):e1000893
SmithMA,Ghazizadeh A, Shadmehr R. 2006. Interacting adaptive processes with different timescales underlie

short-term motor learning. PLOS Biol. 4(6):e179
Smith MA, Shadmehr R. 2005. Intact ability to learn internal models of arm dynamics in Huntington’s disease

but not cerebellar degeneration. J. Neurophysiol. 93(5):2809–21
Sober SJ, Sabes PN. 2003. Multisensory integration during motor planning. J. Neurosci. 23(18):6982–92
Soechting JF,FlandersM.1989.Errors in pointing are due to approximations in sensorimotor transformations.

J. Neurophysiol. 62(2):595–608
Song J-H, Nakayama K. 2009. Hidden cognitive states revealed in choice reaching tasks. Trends Cogn. Sci.

13(8):360–66
Spivey MJ, Grosjean M, Knoblich G. 2005. Continuous attraction toward phonological competitors. PNAS

102(29):10393–98
Stark-Inbar A, Raza M, Taylor JA, Ivry RB. 2016. Individual differences in implicit motor learning: task speci-

ficity in sensorimotor adaptation and sequence learning. J. Neurophysiol. 117(1):412–28
Stewart BM, Baugh LA, Gallivan JP, Flanagan JR. 2013. Simultaneous encoding of the direction and orien-

tation of potential targets during reach planning: evidence of multiple competing reach plans. J. Neuro-
physiol. 110(4):807–16

Stewart BM,Gallivan JP, Baugh LA, Flanagan JR. 2014.Motor, not visual, encoding of potential reach targets.
Curr. Biol. 24(19):R953–54

Stratton GM. 1896. Some preliminary experiments on vision without inversion of the retinal image. Psychol.
Rev. 3(6):611–17

Taylor JA, Ivry RB. 2011. Flexible cognitive strategies during motor learning. PLOS Comput. Biol.
7(3):e1001096

Taylor JA, Krakauer JW, Ivry RB. 2014. Explicit and implicit contributions to learning in a sensorimotor
adaptation task. J. Neurosci. 34(8):3023–32

Taylor JA, Wojaczynski GJ, Ivry RB. 2011. Trial-by-trial analysis of intermanual transfer during visuomotor
adaptation. J. Neurophysiol. 106(6):3157–72

Telgen S, Parvin DE,Diedrichsen J. 2014.Mirror reversal and visual rotation are learned and consolidated via
separate mechanisms: recalibrating or learning de novo? J. Neurosci. 34(41):13768–79

Thaler L, Todd JT. 2009. The control parameters used by the CNS to guide the hand depend on the visuo-
motor task: evidence from visually guided pointing.Neuroscience 159(2):578–98

Therrien AS,WolpertDM,Bastian AJ. 2018. Increasingmotor noise impairs reinforcement learning in healthy
individuals. eNeuro 5(3):ENEURO.0050-18.2018

ThoroughmanKA,ShadmehrR.1999.Electromyographic correlates of learning an internalmodel of reaching
movements. J. Neurosci. 19(19):8573–88

Thoroughman KA, Shadmehr R. 2000. Learning of action through adaptive combination of motor primitives.
Nature 407(6805):742–47

Todorov E, Jordan MI. 2002. Optimal feedback control as a theory of motor coordination. Nat. Neurosci.
5(11):1226–35

Tseng YW, Diedrichsen J, Krakauer JW, Shadmehr R, Bastian AJ. 2007. Sensory prediction errors drive
cerebellum-dependent adaptation of reaching. J. Neurophysiol. 98(1):54–62

94 Kim • Avraham • Ivry

A
nn

u.
 R

ev
. P

sy
ch

ol
. 2

02
1.

72
:6

1-
95

. D
ow

nl
oa

de
d 

fr
om

 w
w

w
.a

nn
ua

lr
ev

ie
w

s.
or

g
 A

cc
es

s 
pr

ov
id

ed
 b

y 
U

ni
ve

rs
ity

 o
f 

C
al

if
or

ni
a 

- 
B

er
ke

le
y 

on
 0

1/
05

/2
1.

 F
or

 p
er

so
na

l u
se

 o
nl

y.
 



van Beers RJ, Haggard P, Wolpert DM. 2004. The role of execution noise in movement variability. J. Neuro-
physiol. 91(2):1050–63

van Broekhoven PCA, Schraa-Tam CKL, van der Lugt A, Smits M, Frens MA, van der Geest JN. 2009. Cere-
bellar contributions to the processing of saccadic errors. Cerebellum 8:403–15

van den Berg R, Anandalingam K, Zylberberg A, Kiani R, Shadlen MN, Wolpert DM. 2016. A common
mechanism underlies changes of mind about decisions and confidence. eLife 5:e12192

van den Dobbelsteen JJ, Brenner E, van Smeets JBJ. 2001. Endpoints of arm movements to visual targets.Exp.
Brain Res. 138(3):279–87

van der Kooij K, Brenner E, van Beers RJ, Smeets JBJ. 2015. Visuomotor adaptation: how forgetting keeps us
conservative. PLOS ONE 10(2):e0117901

Vandevoorde K, Orban de Xivry J-J. 2019. Internal model recalibration does not deteriorate with age while
motor adaptation does.Neurobiol. Aging 80:138–53

Vaswani PA, Shmuelof L, Haith AM, Delnicki RJ, Huang VS, et al. 2015. Persistent residual errors in motor
adaptation tasks: reversion to baseline and exploratory escape. J. Neurosci. 35(17):6969–77

Verbruggen F, Aron AR, Band GP, Beste C, Bissett PG, et al. 2019. A consensus guide to capturing the ability
to inhibit actions and impulsive behaviors in the stop-signal task. eLife 8:e46323

Verstynen T, Sabes PN. 2011. How each movement changes the next: an experimental and theoretical study
of fast adaptive priors in reaching. J. Neurosci. 31(27):10050-59

Vindras P, Desmurget M, Prablanc C, Viviani P. 1998. Pointing errors reflect biases in the perception of the
initial hand position. J. Neurophysiol. 79(6):3290–94

Vindras P, Desmurget M, Viviani P. 2005. Error parsing in visuomotor pointing reveals independent process-
ing of amplitude and direction. J. Neurophysiol. 94(2):1212–24

von Helmholtz H. 1867.Handbuch der physiologischen Optik, Vol. 9. Leipzig, Ger.: Voss
Wei K, Körding K. 2009. Relevance of error: What drives motor adaptation? J. Neurophysiol. 101(2):655–64
Welch RB. 1974. Research on adaptation to rearranged vision: 1966–1974. Perception 3(4):367–92
Werner S, Schorn CF, Bock O, Theysohn N, Timmann D. 2014. Neural correlates of adaptation to gradual

and to sudden visuomotor distortions in humans. Exp. Brain Res. 232(4):1145–56
Werner S, Strüder HK, Donchin O. 2019. Intermanual transfer of visuomotor adaptation is related to aware-

ness. PLOS ONE 14(9):e0220748
Werner S, van Aken BC, Hulst T, Frens MA, van der Geest JN, et al. 2015. Awareness of sensorimotor adap-

tation to visual rotations of different size. PLOS ONE 10(4):e0123321
Wispinski NJ, Gallivan JP, Chapman CS. 2018. Models, movements, and minds: bridging the gap between

decision making and action. Ann. N. Y. Acad. Sci. 1464(1):30–51
Wolpert DM, Ghahramani Z, Jordan MI. 1995. An internal model for sensorimotor integration. Science

269(5232):1880–82
Wolpert DM,Miall RC, Kawato M. 1998. Internal models in the cerebellum. Trends Cogn. Sci. 2(9):338–47
Wong AL, Haith AM. 2017. Motor planning flexibly optimizes performance under uncertainty about task

goals.Nat. Commun. 8:14624
Wong AL, Marvel CL, Taylor JA, Krakauer JW. 2019. Can patients with cerebellar disease switch learning

mechanisms to reduce their adaptation deficits? Brain 142(3):662–73
WuHG,Miyamoto YR,Castro LNG,Ölveczky BP, SmithMA. 2014.Temporal structure of motor variability

is dynamically regulated and predicts motor learning ability.Nat. Neurosci. 17(2):312–21

www.annualreviews.org • Psychology of Reaching 95

A
nn

u.
 R

ev
. P

sy
ch

ol
. 2

02
1.

72
:6

1-
95

. D
ow

nl
oa

de
d 

fr
om

 w
w

w
.a

nn
ua

lr
ev

ie
w

s.
or

g
 A

cc
es

s 
pr

ov
id

ed
 b

y 
U

ni
ve

rs
ity

 o
f 

C
al

if
or

ni
a 

- 
B

er
ke

le
y 

on
 0

1/
05

/2
1.

 F
or

 p
er

so
na

l u
se

 o
nl

y.
 



PS72_FrontMatter ARjats.cls November 26, 2020 10:23

Annual Review of
Psychology

Volume 72, 2021

Contents

Active Forgetting: Adaptation of Memory by Prefrontal Control
Michael C. Anderson and Justin C. Hulbert � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � 1

“Reports of My Death Were Greatly Exaggerated”: Behavior Genetics
in the Postgenomic Era
K. Paige Harden � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � �37

The Psychology of Reaching: Action Selection, Movement
Implementation, and Sensorimotor Learning
Hyosub E. Kim, Guy Avraham, and Richard B. Ivry � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � �61

Transcranial Magnetic Stimulation and the Understanding of Behavior
David Pitcher, Beth Parkin, and Vincent Walsh � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � �97

Memory and Sleep: How Sleep Cognition Can Change the Waking Mind
for the Better
Ken A. Paller, Jessica D. Creery, and Eitan Schechtman � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � 123

The Cultural Foundation of Human Memory
Qi Wang � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � 151

Trade-Offs in Choice
Franklin Shaddy, Ayelet Fishbach, and Itamar Simonson � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � 181

The Origins and Psychology of Human Cooperation
Joseph Henrich and Michael Muthukrishna � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � 207

Language as a Social Cue
Katherine D. Kinzler � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � 241

Intergenerational Economic Mobility for Low-Income Parents and Their
Children: A Dual Developmental Science Framework
Terri J. Sabol, Teresa Eckrich Sommer, P. Lindsay Chase-Lansdale,
and Jeanne Brooks-Gunn � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � 265

Moral Judgments
Bertram F. Malle � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � 293

Integrating Models of Self-Regulation
Michael Inzlicht, Kaitlyn M. Werner, Julia L. Briskin, and Brent W. Roberts � � � � � � � � � � � 319

vi

A
nn

u.
 R

ev
. P

sy
ch

ol
. 2

02
1.

72
:6

1-
95

. D
ow

nl
oa

de
d 

fr
om

 w
w

w
.a

nn
ua

lr
ev

ie
w

s.
or

g
 A

cc
es

s 
pr

ov
id

ed
 b

y 
U

ni
ve

rs
ity

 o
f 

C
al

if
or

ni
a 

- 
B

er
ke

le
y 

on
 0

1/
05

/2
1.

 F
or

 p
er

so
na

l u
se

 o
nl

y.
 



PS72_FrontMatter ARjats.cls November 26, 2020 10:23

The Psychology of Moral Conviction
Linda J. Skitka, Brittany E. Hanson, G. Scott Morgan, and Daniel C. Wisneski � � � � � � � 347

Social Influence and Group Identity
Russell Spears � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � 367

Socioeconomic Status and Intimate Relationships
Benjamin R. Karney � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � 391

Experimental Games and Social Decision Making
Eric van Dijk and Carsten K.W. De Dreu � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � 415

The Social Neuroscience of Prejudice
David M. Amodio and Mina Cikara � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � 439

Psychology of Transnational Terrorism and Extreme Political Conflict
Scott Atran � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � 471

Prejudice and Discrimination Toward Immigrants
Victoria M. Esses � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � 503

Prejudice Reduction: Progress and Challenges
Elizabeth Levy Paluck, Roni Porat, Chelsey S. Clark, and Donald P. Green � � � � � � � � � � � � � 533

The Science of Meaning in Life
Laura A. King and Joshua A. Hicks � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � 561

Psychological Underpinnings of Brands
Richard P. Bagozzi, Simona Romani, Silvia Grappi, and Lia Zarantonello � � � � � � � � � � � � � � 585

Practicing Retrieval Facilitates Learning
Kathleen B. McDermott � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � 609

Life Change, Social Identity, and Health
Catherine Haslam, S. Alexander Haslam, Jolanda Jetten, Tegan Cruwys,
and Niklas K. Steffens � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � 635

Stress and Health: A Review of Psychobiological Processes
Daryl B. O’Connor, Julian F. Thayer, and Kavita Vedhara � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � 663

Understanding Human Cognitive Uniqueness
Kevin Laland and Amanda Seed � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � 689

Psychology as a Historical Science
Michael Muthukrishna, Joseph Henrich, and Edward Slingerland � � � � � � � � � � � � � � � � � � � � � � � 717

Indexes

Cumulative Index of Contributing Authors, Volumes 62–72 � � � � � � � � � � � � � � � � � � � � � � � � � � � 751

Cumulative Index of Article Titles, Volumes 62–72 � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � � 756

Contents vii

A
nn

u.
 R

ev
. P

sy
ch

ol
. 2

02
1.

72
:6

1-
95

. D
ow

nl
oa

de
d 

fr
om

 w
w

w
.a

nn
ua

lr
ev

ie
w

s.
or

g
 A

cc
es

s 
pr

ov
id

ed
 b

y 
U

ni
ve

rs
ity

 o
f 

C
al

if
or

ni
a 

- 
B

er
ke

le
y 

on
 0

1/
05

/2
1.

 F
or

 p
er

so
na

l u
se

 o
nl

y.
 


