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C H A P T E R  4  

Postural Control and 
Sensorimotor Integration

Ian Loram

SUMMARY

Sensorimotor integration is central to sustained control 
of configuration (postural control). This chapter consid
ers postural sensorimotor integration at the level of the 
whole system, which includes concurrent perceptual, 
executive and motor processes. These mechanisms 
provide a basis for physiotherapeutic practice. Multiple 
sensory modalities are combined with prior personal 
experience and converged to a set of movement possi
bilities. From these possibilities, control priorities are 
selected and passed to the motor system which generates 
coordinated inhibition and excitation of the entire mus
cular system. Within a main perception–selection–motor 
feedback loop, two levels of mechanism work together. 
The slow intentional system acting through central selec
tion and optimization pathways (e.g. basal ganglia, pre
motor and prefrontal cortex, cerebellum) allows sequential 
optimization, selection and temporal inhibition of alter
native possibilities up to a maximum rate of two to four 
selections per second. The fast habitualreflexive system 
acting through previously facilitated transcortical, brain 
stem and spinal pathways implements coordinated 
responses to environmental stimuli with a latency as low 
as 50–100 ms. The main perception–selection–motor 
loop provides a mechanism for amplifying or diminishing 
maladaptive perceptions and selections. Restoration of 
maladapted function requires reeducation of the central 
processes of perception and selection.

POSTURAL CONTROL

Posture simply means configuration of the body. The 
human body comprises multiple segments along a kine
matic chain which includes feet, shanks, thighs, pelvis, 
spine, thorax, arms, neck and head. There are many pos
sible configurations. Some configurations require little 
muscular energy to maintain whereas others require a 
great deal. In choosing a configuration one is constrained 
to provide the effort required to balance that configura
tion. The postural task is to maintain these segments in 
a desired configuration or choose some other control 
priority which allows configuration to adjust as required.

Passive structures, including joint surface, ligaments 
and inactive muscle, provide some degree of postural 
control.13 For example, muscle naturally becomes stiffer 
when it is still and that stiffness dispels during move
ment,2,4 thus assisting maintenance of configuration 
without impeding movement. It is possible to align the 

shanks, thighs, pelvis, spine, thorax, neck and head such 
that standing is temporarily possible with no muscle 
activity.3,5,6 Passive stabilization through alignment, or 
through contact with external surfaces (e.g. floor, wall, 
table or chair), reduces the control and attentional 
demands of maintaining configuration. However, even 
allowing for passive stabilization, the freestanding 
upright aligned body is mechanically unstable. In the 
absence of sensory feedback even small departures from 
alignment will cause the body to fall.2,713 During accurate 
alignment, the active muscular forces required to balance 
gravity are minimal. The time taken to fall from the 
aligned configuration increases exponentially with the 
accuracy of the initial alignment.2,1416 Hence, upright 
configuration is achieved most economically and most 
stably when alignment is controlled accurately.

Neural regulation is essential for postural control. 
Mechanical instability alone means sensorimotor feed
back is required. Furthermore, daily life requires sensory 
and mechanical engagement with external objects and 
social engagement with other people: the required con
figurations are many and difficult to predict beyond a 
short time scale. Precomputing motor solutions and 
storing them in a retrievable fashion is appropriate when 
the controlled ‘system’ and necessary constraints do not 
change.17 Precomputed building blocks of motor control 
known as motor primitives are stored within the motor 
cortex, brain stem and spinal cord. The sensorimotor 
system retrieves and combines these primitive compo
nents in the construction of posture and movement.1820 
However, through fatigue, development and ageing the 
human system changes. Local pain, injury and irritation 
cause people to limit the ranges of desired configurations. 
These altered limits may be required swiftly and may  
also evolve gradually. Constraints on configuration and 
control strategy change with the need to catch, pick up 
and hold objects, look at computer monitors, communi
cate with other people, evade dangerous objects and  
generally negotiate the mechanical environment. Pre
computed solutions alone are insufficient. This kind of 
control, to handle changing constraints, requires flexibil
ity for computing new motor solutions in the moment  
of activity.21 Constructing new motor solutions in the 
moment of activity requires selection, recombination of 
existing possibilities and temporal inhibition of non
selected alternatives.22 Thus within a main feedback loop 
retaining executive control of posture, the human pos
tural system requires two kinds of feedback: a fast loop 
for implementing precomputed control, and a slow loop 
for implementing control which is reconstructed during 
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activity. The human nervous system has sensorimotor 
pathways corresponding to both loops.23 In this chapter 
these loops are named as habitualreflexive (fast) and 
intentional (slow). In control theory, the general para
digm which provides time for selection and optimization 
within the main feedback loop is known as intermittent 
control.17,23,24 The continuous paradigm (e.g. servo 
control, continuous optimal control) has been the main
stay of postural and motor control since early physiologi
cal investigation into postural reflexes,25,26 and since the 
1960s from investigation of sensorimotor integration.27 
The more recently developed intermittent control para
digm includes and extends the explanatory power of the 
better known continuous paradigm.23,24

To summarize, postural mechanisms provide sustained 
control of an unstable multisegmental structure in known 
and unpredicted circumstances. This control requires 
neural integration of multiple sensory modalities with 
multiple possible goals and constraints.

SENSORIMOTOR INTEGRATION

Sensorimotor integration is central to postural control. 
Postural control can be understood as a main feedback 
loop combining concurrent elements of perception, 
selection and motor control23,28 (Fig. 41) implemented 
through a range of neural pathways (Fig. 42).

Perception
The person receives multiple channels of information 
through their eyes, ears, skin, muscles, joints and other 
internal sources. Perception is the interpretive process of 
sensory analysis. Sensory information is uncertain and 
potentially ambiguous. Sensory accuracy and confidence 
are improved by integrating information between sensory 
modalities, and by combining sensory information with 
prior experience in a process described mathematically as 
Bayesian state estimation.2934 Prior personal experience 
influences the earliest stages of neural sensory represen
tation through to later stages of perceptual decision 
making.29 Through integrative analysis all sensory chan
nels are converged to a smaller number of possibilities 
for movement stored as action representations in the 
frontal cortex.23,35

Selection
From the current possibilities, priorities are selected for 
postural and motor action. This response selection 

FIGURE 4-1 ■  Perception–selection–motor feedback loop. Senso-
rimotor  integration  forms  a  feedback  loop  in  which  selected 
motor  control  influences  sensory  analysis,  perception  and 
future selection. This feedback loop provides a mechanism for 
amplifying  or  diminishing  the  consequences  of  maladaptive 
selections. 

Perception Selection Motor

FIGURE 4-2 ■  Sensorimotor  pathways  through  the  central 
nervous system. The central nervous system is conventionally 
viewed as having a hierarchical organization with three levels: 
the  spinal  cord,  brainstem  and  cortex.  The  spinal  cord  is  the 
lowest  level,  including  motor  neurons,  the  final  common 
pathway  for  all motor output,  and  interneurons  that  integrate 
sensory feedback from the skin, muscle and joints with descend-
ing commands from higher centres. The motor repertoire at this 
level includes stereotypical multijoint and even multilimb reflex 
patterns,  and  basic  locomotor  patterns.  At  the  second  level, 
brainstem regions such as the reticular formation (RF ) and ves-
tibular nuclei (VN) select and enhance the spinal repertoire by 
improving postural control, and can vary the speed and quality 
of  oscillatory  patterns  for  locomotion.  The  highest  level  of 
control, which supports a large and adaptable motor repertoire, 
is provided by the cerebral cortex in combination with subcorti-
cal  loops  through  the  basal  ganglia  and  cerebellum.36  Motor 
planning and visual feedback are provided through several pari-
etal and premotor regions. The primary motor cortex (M1) con-
tributes  the  largest number of axons  to  the corticospinal  tract 
and receives input from other cortical regions that are predomi-
nantly involved in motor planning. Somatosensory information 
is  provided  through  the  primary  somatosensory  cortex  (S1), 
parietal  cortex  area  5  (5)  and  cerebellar  pathways.  The  basal 
ganglia  (BG) and cerebellum (C ) are also  important  for motor 
function  through  their  connections  with  M1  and  other  brain 
regions. RN, Red nucleus; V1, Primary visual cortex; 7, Region 
of posterior parietal cortex; dPM, Dorsal premotor cortex; SMA, 
Supplementary  motor  area;  PF,  Prefrontal  cortex.  For  colour 
version  see  plate  section.  (Reproduced with modification from 
Scott.38)
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process acts through central selection and optimization 
pathways such as those within the basal ganglia and cer
ebellum22,36 and allows sequential optimization, selection 
and temporal inhibition of alternative possibilities up  
to a maximum low rate of two to four selections per 
second.23,28,37

Motor Control
Using parameters passed from the selection process, the 
motor system produces coordinated inhibition and exci
tation of the entire set of muscles joints and implements 
control of configuration. These selections are executed 
through the slow and fast pathways working together 
within the main perception–selection–motor feedback 
loop. The slow intentional pathway provides control 
which is reformulated and executed sequentially within 
the main feedback loop with a variable latency of 
180–500 ms.28,37 Using preselected parameters, the fast 
loop acting through transcortical, brain stem and spinal 
pathways implements coordinated habitualreflexive 
responses to environmental stimuli with a latency as low 
as 50–100 ms.5

The results of motor control generate sensory input 
which is interpreted, thus completing the feedback loop. 
The feedback loop is a dynamic system. Thus all mal
adapted features of postural control (symptoms) evolve 
through time, either constructively or destructively 
depending on whether feedback is mathematically nega
tive or positive.

SENSORY INTEGRATION

Combination of sensory signals with prior expectation 
occurs centrally in areas including the midbrain and 
cerebral cortex.30,39,40 For example, the posterior parietal 
cortex receives input from the three sensory systems that 
enable localization of the body and external objects in 
space: the visual system, the auditory system and the 
somatosensory system. The posterior parietal cortex also 
receives input from the cerebellum which is increasingly 
thought to generate expected sensory signals from known 
motor commands20 (Fig. 43). Much of the output of the 
posterior parietal cortex goes to areas of the frontal motor 
cortex.20

For postural control, the visual, vestibular, proprio
ceptive and cutaneous modalities work together to esti
mate where parts of the body are in relation to one 
another and the external world. These senses are com
monly stated to be redundant, since postural control is 
possible with one or more modalities missing. However 
estimation is more accurate and more robust when dif
ferent senses are combined (see Chapters 4, 40, 42). A 
weighted combination of signals from all sensory modali
ties is combined with copies of motor signals passing 
through central neural networks trained by prior experi
ence to produce equivalent expected sensory signals (Fig. 
43).20,41,4345 This integration enables the nervous system 
to use all its available information and knowledge to 
resolve potential conflicts of interpretation.43,44 For 
example, when you move your eyes causing the image of 

1

FIGURE 4-3 ■  Neural pathways estimating position from sensory 
and motor information. Integration of muscle spindle afferents 
with  expectations  generated  from  motor  output.  When  the 
muscle is stretched, spindle impulses travel to sensory areas of 
the cerebral cortex via Clarke’s column, the dorsal spinocerebel-
lar  tract  (DSCT ), Nucleus Z, and  the  thalamus  (shown  in  red). 
Collaterals  of  DSCT  cells  project  to  the  anterior  cerebellum. 
When a motor command is generated, it leads to co-activation 
of skeletomotor and fusimotor neurons (shown in blue). A copy 
of the motor command is sent to the anterior cerebellum where 
a  comparison  takes  place  between  the  expected  spindle 
response  based  on  that  command  and  the  actual  signal  pro-
vided by the DSCT collaterals. The outcome of the match is used 
to  inhibit  reafferent  activity,  preventing  it  from  reaching  the 
cerebral  cortex.  Sites  of  inhibition  could  be  at  Nucleus  Z,  the 
thalamus,  or  the  parietal  cortex  itself.  For  colour  version  see 
plate section. (Reproduced from Proske and Gandevia.41)
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the world to move across your retina, the world appears 
stationary because your nervous system knows that you 
are stationary relative to the ground and knows that you 
have moved your eyes rather than believe the external 
world has moved.46

Vision provides powerful sensory input to posture and 
balance,4749 illustrated by its famous ability in ‘moving 
room’ experiments to make young children fall over.50,51 
Vision signals movement of the external world relative to 
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particularly the muscle spindles, form a ‘proprioceptive 
chain’ crossing all articulations between the eyes, feet and 
hands which functionally links the eye muscles to the  
foot and hand muscles.43,6769 Along the proprioceptive–
kinematic chain, information accumulates from the 
source of sensory information to the mass segment whose 
location needs to be controlled. For postural control, the 
head and ground (or other supporting surface) source two 
lines of accumulating sensory information:

• Head referenced information: Proprioception is 
essential for extracting body motion from visual and 
vestibular sensation of head movement.54 The main 
mass of the body lies within or close to the trunk 
and the primary articulation defining trunk location 
from the head is the neck. Proprioception of the 
neck is substantial and well connected with the ves
tibular and visual system68,7073 and provides the first, 
most predictive estimate of body location. This esti
mate of body location is improved through proprio
ception of additional joints along the extended 
proprioceptivekinematic chain.

• Ground referenced information: Proprioception 
alone can extract body motion relative to the 
ground or other supporting surface. When sup
ported only on the ground through the feet, the 
primary articulation defining body location is the 
ankle joints, and during free standing, ankle rota
tion alone provides a good estimate of centre of 
mass location,7,8 which is improved through adding 
knowledge of articulations further along the chain 
from the ground reference. Consequently, pro
prioception of ankle rotation is highly sensitive 
(~0.1 degree).56 Single joint muscles crossing the 
ankle such as the soleus and to a lesser extent the 
tibialis anterior are richly endowed with muscle 
spindles.7,74,75 To summarize, vision (with eye pro
prioception) and vestibular sensation give move
ment of the head, and movement of the body 
requires measurement of neck rotation. Movement 
of the body can be measured directly relative to 
the ground. For both of these proprioception is 
vital.

Pressure registered through the feet signals the mean 
location and strength of the contact support force. During 
freestanding postural control, accelerations are low and 
the ground contact force position signals the anterior–
posterior and mediolateral location of the gravitational 
force vector and thus of the whole body centre of mass 
position. Thus, under normal conditions, sensation 
through the sole contributes to estimation of the centre 
of mass location relative to the foot. This estimate is 
important, since balance requires maintaining the centre 
of mass within the base of support.76

Proprioception provides knowledge of the kinematic 
chain. In unconstrained movements, proprioceptive 
information provides relatively accurate estimates of limb 
position. Socalled active proprioception, in which the 
person moves their own limb, does not provide better 
estimates of limb position than passive proprioception in 
which the limb is moved for the participant.77 During 
multijoint movement,78 proprioceptive information is 
thought to be used in the translation of higher level 

the eye via optic flow of the visual field across the whole 
retina.52,53 Estimation of body movement from retinal 
information requires knowledge of eyeinhead move
ment, knowledge of headonneck movement and other 
joint movement down the kinematic chain.54,55 For 
example, when fixing the fovea on stationary targets, 
together rotation of eyeinhead and headonneck signal 
movement of the head and trunk relative to the external 
target. Visual sensitivity to postural sway is high, allowing 
detection of sway about the ankle joint of only ~0.1 
degree,52,56 but this sensitivity decreases as distance to the 
visual target increases.52,53 Closing one’s eyes illustrates 
both an immediate reduction in stability and also that 
normally postural control without vision is possible.

Vestibular organs including the semicircular canals and 
otoliths register rapid rotation and translation of the 
head, respectively.5759 While commonly thought to sense 
acceleration, these organs contain substantial internal 
viscous damping, which means they measure damped 
acceleration that more closely resembles velocity.46 Ves
tibular sensitivity to postural sway is an order of magni
tude lower than vision and requires postural rotations 
about the ankle joint of approximately ~1 degree. Similar 
to vision, extraction of body motion from sensed head 
movement requires knowledge of head orientation with 
respect to the trunk.5760 Similar to vision, postural control 
is possible with vestibular loss, but balance is less robust 
and falls are more likely.6164 However, vestibular organs 
provide compelling sensory input of larger, faster head 
movements relevant to falls and balance. Most impor
tantly, whereas vision alone cannot distinguish motion 
relative to the ground (selfmotion) from motion of 
external objects relative to the eye (world motion), ves
tibular sensation alone provides an absolute measure of 
selfmotion albeit motion of the head in space. Vestibular 
sensation is important for resolving ambiguity resulting 
from visual and proprioceptive sensation.44

Proprioception provides the sense of relative position 
and movement between neighbouring parts of the body. 
The sensory information derives mainly from sensory 
receptors associated with skeletal striated muscles (spin
dles, Golgi tendon organs), less so from joints, and is 
combined with cutaneous receptors signalling skin stretch 
and pressure.41,43 Proprioception does not provide any 
particular sensations, but provides knowledge of the posi
tion and movement of our limbs and body.41 If there is 
any sensation, this usually relates to a difference between 
what is expected and what has actually occurred.41 In 
contrast to vision and vestibular sensation, loss of pro
prioception is instantly devastating for motor and pos
tural control.65 For example, in a rare case of largefibre 
sensory neuropathy, the individual (I. W.) has no sensa
tion of cutaneous light touch and no movement/position 
sense below the neck: without vision he has no knowledge 
of where his limbs and body are in space.60 Following this 
loss, motor control, posture, movement and learning  
new control have only been possible when deliberately 
using direct vision of the limbs for guidance and forward 
planning.65,66

Estimation of body configuration and motion is a  
multimodal process integrating proprioception, vision 
and vestibular input.54 The proprioceptive organs, 
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perceptual illusions are explained as the result of prior 
knowledge of probable external sensory input influencing 
perceptual inference: we expect light to come from above 
rather than below, faces to be convex and not concave, 
and objects in the world to move slowly rather than fast. 
Illusions aside, we easily forget that our perception does 
not provide an absolute impression of the sensory world. 
We cannot tickle our self because our prior knowledge of 
our action cancels the selfgenerated sensation of tickle.89 
If we support the dead weight of an external body part 
such as arm or leg, these are surprisingly heavy, yet we 
do not sense our own weight which is cancelled by our 
prior expectation. Perhaps only when emerging from the 
swimming pool when our expectation has partially 
adapted, do we partially sense our weight. We tend to 
perceive difference from expectation rather than sensory 
information directly.41,89

It might be thought this Bayesian process of combin
ing prior belief with sensory input to create a perception 
is confined to higherorder neural areas. However, data 
shows that prior expectations can modify sensory repre
sentations in the early visual cortex29 and even in the 
retina.90 Prior expectations modify sensory processing at 
the earliest stages by affecting not only the amplitude of 
neural responses or their sharpness, but also by changing 
the contents of sensory representations.91 In other words, 
prior expectations affect what is represented, rather than 
just how well things are represented.29

With respect to the control of posture, perception of 
the current environment concerns more than configura
tion alone. This element is missed in analyses that view 
postural control as only a lowlevel dedicated control of 
configuration isolated from wider perceptual factors. 
Asking people to stand ‘naturally’ for a photograph is an 
easy way to demonstrate the influence of perceptual 
factors on postural control. In an increasingly established 
paradigm,9296 the effect of these perceptual factors are 
illustrated by experiments in which the perceived risk to 
life is manipulated by comparing postural control at 
exposed height with control at ground level. At exposed 
height, the altered visual environment changes the visual 
input necessary for the control of balance: the distance 
to visual targets increases, decreasing visual sensitivity of 
postural sway with the consequence that postural sway 
increases.47,52 However at height, awareness of risk also 
influences visual input even to the extent that spatial 
dimensions perceived as dangerous are perceived to be 
greater than they are.9799 Experiment has shown that in 
response to postural threat, knowledge of danger rather 
than current visual environment was the dominant cause 
of cautious gait and elevated physiological arousal.95 The 
disturbing control of locomotion, balance and autonomic 
response occurred at level that integrates cognition and 
prior experience with sensory input.95 This disturbed 
control results in changes of sustained postural configu
ration as well as higher levels of coactivation and greater 
restriction of movement.94,95,100

However, while sensory input through vision and pro
prioception are both modifiable by perceptual factors, the 
same appears not to be true for the vestibular system.94 
Galvanic vestibular stimulation of participants who were 
highly motivated to minimize sway because they were 

movement goals into joint based motor commands55 and 
also to provide local reflexive stabilization of joints.7981

However, there are limits to the accuracy of proprio
ception, particularly for slow changes in position.41 
Muscle spindles are highly sensitive to change in muscle 
length and like most sensory cells tend to habituate to 
constant conditions that limit their capability to sense 
absolute values of joint angles (Fig 3).41 Tendon compli
ance, which is high under postural conditions of low 
forces, and muscle slack, dependent on the previous 
history of contraction, both mean that muscle length and 
change in muscle length can be poorly related to joint 
angle.6,7,41,74,82,83 Thixotropy, namely the tendency of 
muscle to become stiff when still,84,85 means that joint 
rotation transmits less effectively into muscle length 
change under postural conditions, and this is compounded 
by the changes in muscle length caused by fluctuating 
muscle activity which can be an order of magnitude larger 
than those caused by joint rotation.6,74 The sense of posi
tion, as identified by position matching tasks, shows that 
proprioception can be substantially disturbed by the pre
vious history of movement, contraction, muscle slack, 
thixotropy and exercise (Fig. 3).41 Proprioception becomes 
markedly less sensitive during coactivation across joints 
(Fig 7)41 and passive spindles are more sensitive to move
ments than when fusimotor neurons are contracting.41,74,86 
During voluntary muscle contraction skeletalmotor and 
fusimotor neurons contract together (‘αγ coactivation’). 
Hence these findings are at odds with the common view 
that proprioception is more accurate under active than 
passive conditions.41 These factors, very well reviewed 
by Proske and Gandevia,41 highlight three main facts: 
(a) proprioception provides limited absolute accuracy;  
(b) sense of limb position is more complex than simple 
measurement of joint angles through sensory organs; and 
(c) accuracy of proprioception is influenced by motor 
control (e.g. coactivation, activity). To illustrate (b), the 
perceptual sense of ownership (i.e. distinguishing our 
own body from the external world) depends primarily on 
proprioception, but is also highly plastic given appropri
ate stimuli.41 Expectation of position through central 
sense of effort and prior experience are integral to the 
sense of position.41 The effect of (c) is that the current 
postural control strategy has consequences for the quality 
of position sense, which thus influences motor planning, 
translation of higher level movement goals into joint 
based motor commands and therefore motor control. 
This is a feedback loop, a dynamic system, in which 
quality of position sense can be amplified or diminished 
over time.

Perception
The main point of this section is to emphasize the increas
ingly accepted idea that prior personal experience influ
ences sensory analysis of sensory information.87,88 The 
postural task is to control configuration appropriately 
with respect to perception of the environment and the 
current intentions of the person within that environment. 
Perception is not solely determined by the input from 
our senses but it is strongly influenced by our expecta
tions.29 As introduced by Kok and colleagues,29 many 
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FIGURE 4-4 ■  Access of basal ganglia to motiva-
tional, cognitive and motor regions for selection 
and  reinforcement  learning.  The  basal  ganglia 
are a group of interconnected subcortical nuclei 
that  represent  one  of  the  brain’s  fundamental 
processing  units.  Interacting  corticostriatal  cir-
cuits  contribute  to  action  selection  at  various 
levels  of  analysis.  Coloured  projections  reflect 
subsystems  associated  with  value/motivation 
(red),  working  memory  and  cognitive  control 
(green),  procedural  and  habit  learning  (blue), 
and  contextual  influences  of  episodic  memory 
(orange). Sub-regions within  the basal ganglia 
(BG) act as gates to facilitate or suppress actions 
represented in frontal cortex. These include par-
allel  circuits  linking  the  BG  with  motivational, 
cognitive, and motor regions within the prefron-
tal  cortex  (PFC).  Recurrent  connections  within 
the PFC support active maintenance of working 
memory (WM). Cognitive states in dorsolateral 
PFC  (dlPFC)  can  influence  action  selection  via 
projections  to  the  circuit  linking  BG  with  the 
motor cortex. Dopamine (DA) drives incremen-
tal  reinforcement  learning  in  all  BG  regions, 
supporting adaptive behaviours as a function of 
experience.For colour version see plate section. 
(Reproduced from Frank.22)
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perturbed at height, showed no change in the initial, pure 
vestibular response, even though there were strong dif
ferences in the later response that integrates balance
relevant sensory feedback from all modalities. Pure 
vestibular sensory input and the immediate reflexive 
response appears to lie outside of cognitive and emotive 
control.101 Unlike somewhat ambiguous signals from the 
other senses (e.g. vision, proprioception), the semicircu
lar canals provide an unambiguous signal of head rota
tion.58 It is probably important for survival that these 
vestibularbalance reflexes cannot be interfered with. 
The reflexive vestibularbalance responses can be trusted 
even though fearful participants may not trust their own 
mechanisms.94

Generation of Action Possibilities
Sensory analysis provides the information needed to 
regulate motor output. In the context of postural control, 
people normally think of reflexes as being the underlying 
and primitive mechanism that transforms sensory input 
into motor output. Reflexes provide rapid, environmen
tally triggered responses similar in kind and easily mis
taken for habitual automated habitual responses.102 The 
biological process of decision making and adaptation 
involves generation of multiple possibilities, selection, 
and reinforcement of selections which are rewarded by 
valued outcomes. Mechanisms implementing this process 
of decision making extend through vertebrates,103 inver
tebrates,104 even to the level of individual cells.105 Thus 
biological mechanisms of decision making are just as 
primitive as reflexes.104 Neurophysiological recording 
shows that sensory analysis converges to the simultane
ous, active representation in the frontal cortex of multiple 
possibilities for action.106108 Action possibilities include 
representations for movement, thought, simple or com
plex action, control priorities or cognitive processes 

which are maintained weakly within the prefrontal and 
premotor cortex (Fig. 44).22,35,106,107 If selected for expres
sion, these parallel action possibilities have the possibility 
of being amplified by corresponding columns within the 
thalamus (35).

Selection
Consistent with all vertebrates,103,109 the human nervous 
system contains centralized mechanisms for switching 
between alternative possibilities for motor control. Ana
tomically and functionally, there is convergence of anal
ysed sensorimotor input, contextual perceptual and 
motivational input into and through the basal ganglia.109 
Input to the basal ganglia from all major sources, the 
cerebral cortex, limbic structures and the thalamus are 
topographically ordered.109,110 Inputs to ventromedial 
sectors come from structures in which competing behav
ioural goals may be represented (prefrontal cortex, amyg
dala, hippocampus), while the connections of dorsolateral 
sectors are from regions that guide movements (e.g. 
sensory and motor cortex) (Fig. 44). As summarized by 
Redgrave,109 basal ganglia outputs contact regions of the 
thalamus that project back to those regions of cortex 
providing original inputs. Similarly, basal ganglia outputs 
to the brainstem tend to target those regions that provide 
indirect input to the basal ganglia (Fig. 45). Projections 
from the basal ganglia output nuclei to the thalamus and 
brainstem are also topographically ordered. Neurons in 
the basal ganglia output nuclei have high tonic firing rates 
(40–80 Hz). This activity ensures that target regions of 
the thalamus and brainstem are maintained under a tight 
and relatively constant inhibitory control. Reduction of 
inhibitory output releases associated target regions in the 
thalamus and brainstem (e.g. superior colliculus) from 
normal inhibitory control.23,35,109 Topologically, in a spiral 
architecture using successive connections between the 
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During learning, humans select responses flexibly 
depending on whether the anticipated outcome is desir
able. With reinforcement of selections that are rewarded, 
responses can become habitual. With sufficient facilita
tion, corticocortical associations can become sufficiently 
strong to elicit automatized transcortical responses even 

limbic, associative and sensorimotor territories, the basal 
ganglia are organized to allow progressive selection of 
overall goal, actions to achieve a selected goal and move
ments to achieve a selected action.103,109,111

The basal ganglia act as a system that dynamically and 
adaptively gates information flow in the frontal cortex, 
and from the frontal cortex to the motor system.35,36,109 
The basal ganglia are richly anatomically connected to 
the frontal cortex and the thalamocortical motor system 
via several distinct but partly overlapping loops.22,35 
Through hyperdirect, indirect and direct pathways, this 
system provides centralized mechanisms for generalized 
inhibition, specific inhibition and specific facilitation of 
action possibilities represented in the frontal cortex (Fig. 
46).22,35,103,112 As described by Cohen and Frank,35 the 
basal ganglia system does not directly select which action 
to ‘consider’, but instead modulates the activity of  
already active representations in cortex. This functional
ity enables the cortex to weakly represent multiple poten
tial actions in parallel; the one that first receives a ‘go’ 
signal from basal ganglia output is then provided with 
sufficient additional excitation to be executed. Lateral 
inhibition within thalamus and cortex act to suppress 
competing responses once the winning response has been 
selected by the basal ganglia circuitry.22,35

Mechanisms of response selection also lie within the 
prefrontal and premotor cortex.113,114 While these mecha
nisms are the subject of much current research, a general 
conclusion is that together, these striatal (basal ganglia) 
and prefrontal systems provide both selection and rein
forcement learning (i.e. progressive facilitation of those 
responses which achieve valued outcomes and progres
sive inhibition of those responses which achieve undesired 
outcomes).22,35,102 While selection and reinforcement of 
rewarded selections is associated with the basal ganglia 
system, refinement and adaptation of the possibilities 
available for selection is associated with the cerebellum 
within cortico–cerebellar–cortico loops that match equiv
alent cortico–basal ganglia–cortico loops (Fig. 47).36

FIGURE 4-5 ■  Cortical and subcortical sensorimotor loops through the basal ganglia. (A) For corticobasal ganglia loops the position 
of the thalamic relay is on the return arm of the loop. (B) In the case of all subcortical loops the position of the thalamic relay is on 
the input side of the loop. Predominantly excitatory regions and connections are shown in red while inhibitory regions and connec-
tions  are  blue.  Thal,  Thalamus;  SN/GP,  Substantia  nigra/globus  pallidus.For  colour  version  see  plate  section.  (Reproduced from 
Redgrave.109)
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FIGURE 4-6 ■  Simplified  illustration  of  basal  ganglia  anatomy 
based on a primate brain. The basal ganglia comprise two princi-
pal input nuclei, the striatum and the subthalamic nucleus (STN), 
and two principal output nuclei, the substantia nigra pars reticu-
lata (SNr) and the internal globus pallidus (GPi ) (primates). The 
external globus pallidus (GPe) is principally an intrinsic structure 
that  receives  most  of  its  afferents  from  and  provides  efferent 
connections to other basal ganglia nuclei. Finally, dopaminergic 
neurones in substantia nigra (pars compacta) (SNc) and the adja-
cent ventral  tegmental area  (VTA) provide other basal ganglia 
nuclei,  principally  the  striatum,  with  important  modulatory 
signals.109 The hyper-direct, direct and  indirect pathways  from 
the striatum have net effects of generalized inhibition, specific 
disinhibition and specific inhibition on the cortex, respectively. 
(Reproduced with modification from Yin and Knowlton.102)
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Selection represents executive function. This execu
tive function is required for choosing postural goals, 
control priorities and movements required to maintain 
those goals.28 The configuration to be maintained, or 
parameters such as peripheral feedback thresholds which 
determine the resulting configuration, are selected. 
Implicit or explicit choices are made between different 
control priorities. For example, does the selected control 
allow flexible adjustment of configuration, or does it 
minimize movement at the ankle, knee and hip joints? 

before striatal gating signals occur thus bypassing the 
basal ganglia loop (see Fig. 45).22,102,116119 Functionally, 
physiological reflexes, reflexes formed through operant 
conditioning, and habitual responses share the same 
characteristic of being elicited rapidly by environmental 
stimuli without regard to the current value of the outcome. 
Hence these are described collectively as habitual reflex
ive22,102 and in the overall scheme of sensorimotor inte
gration are implemented through the fast feedback loop 
(Fig. 48).

FIGURE 4-7 ■  Complementary basal ganglia and cerebella loops for selection-reinforcement learning and optimization. An individual 
cortical area together with its loops through basal ganglia and cerebellum form a powerful computational structure that has been 
dubbed a distributed processing module (DPM).115 DPMs communicate with each other via the cortical–cortical connections. There 
are on the order of a hundred DPMs in the human brain, forming a large-scale neural network. The figure shows the selection (clas-
sification) and refinement operations posited for each DPM. Net excitatory pathways are shown with closed arrows, net inhibitory 
pathways with open arrows and the grey diamonds signify neuromodulatory and training inputs. (Reproduced from Houk et al.36)
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FIGURE 4-8 ■  Overall scheme of sensorimotor integration. For postural control there is an overall feedback loop relating perception, 
selection  and  motor  control.  Perception  requires  sensory  analysis  integrating  all  sensory  modalities  with  prior  experience  (SA). 
Acting through central pathways such as the basal ganglia loops, selections are made. Recent evidence suggests selection converges 
to a serial process with maximum rate of two to four selections per second (Refractory Response Planner).23 The motor system (MS) 
translates selected goals, actions, movements and control priorities  into coordinated motor output. Within a slow feedback  loop 
restricted to the voluntary bandwidth of control (2 Hz) the motor system the motor system generates coordinated motor responses 
sequentially from each new selection. With a fast loop restricted to a higher bandwidth (>10 Hz) acting through transcortical, brain 
stem and spinal pathways, the motor system uses selected parameters to modulate habitual-reflexive feedback.23,37,123 
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Refractoriness is the increased delay in selecting and 
forming one response before the previous selection and 
formation of the previous response has been completed.23 
The implication is that for postural control, sensory 
input converges to a sequential single channel process 
involving optimization, selection and temporal inhibition 
of alternative responses prior to motor output.23,28 In 
the overall scheme of sensorimotor integration (Fig. 
48), refractoriness (selection) occurs through the slow 
loop. This evidence highlights the fact that control of 
posture requires operation of the slow intentional feed
back loop.23

MOTOR CONTROL

The executive selection process produces parameters 
which relate to the chosen tasks (e.g. standing, standing 
and looking, standing, looking and pointing, or standing, 
looking, pointing and talking). The motor system gener
ates coordinated patterns of muscle inhibition and 

Evidence supports a normal tendency is to allow sway 
within safe limits and minimize muscular effort.9 
However, normal standing conceals a large inter
individual range in leg control strategies. Commonly, leg 
configuration is maintained stiffly.120 Less commonly, a 
bilateral, lowstiffness, energyabsorbing strategy utiliz
ing the available degrees of freedom is shown.120 These 
interindividual differences indicate the range of possi
bilities available for progression with development and 
skill acquisition, and also for decline with age, disease, 
injury, and fear. Consistent with feedback around the 
perception–selection–motor loop (see Fig. 41), it is  
suggested that the individual coordination strategy has 
diagnostic and prognostic potential in relation to 
perceptual–posture–movement–fall interactions.100,120

Recent emerging evidence shows how executive  
function is required for ongoing adjustments in the 
maintenance of posture. Experimentation demonstrates 
substantial refractoriness up to 0.5 seconds in the 
implementation of postural tasks such as adjusting the 
position of the body and maintaining balance.23,28,121 

5

FIGURE 4-9 ■  Modulation of fast motor response by prior subject intent. (A) Example of how subjects can categorically modulate the 
long-latency  (transcortical)  stretch  response  according  to  verbal  instruction.  Subjects  were  verbally  instructed  to  respond  to  a 
mechanical perturbation with one of two verbal instructions (‘resist’/‘let go’). The upper panel depicts force traces from individual 
trials aligned on perturbation onset and labelled according to the instruction. The bottom panel is the corresponding muscle activity, 
which  shows  modulation  in  the  long-latency  stretch  response  (LL)  but  not  the  short-latency  (spinal)  stretch  response  (SL). 
(B) Example of how subjects can continuously modulate their long-latency stretch response in accordance to spatial target position. 
Subjects were instructed to respond to an unpredictable mechanical perturbation by placing their hand inside one of the five pre-
sented spatial targets. Each plot represents exemplar hand kinematics as a function of target position. Subjects began each trial at 
the filled black circle, and the black diamond indicated final hand position. The small arrows indicate the approximate direction of 
motion caused by  the perturbation.  (C) Temporal  kinematics  for  the elbow  joint aligned on perturbation onset.  (D) Pooled EMG 
aligned  on  perturbation  onset  and  normalised  to  pre-perturbation  muscle  activity.  Note  that  the  long-latency  stretch  response 
exhibits graded modulation as a  function of  target position.For colour version see plate section.  (Reproduced from Pruszynski and 
Scott.27)
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with unpredictable disturbances limited to below 1–2 Hz 
and this accounts for the majority of power in postural 
control.13,23

The motor system receives integrated sensory input 
from the vestibular nuclei and different sensory areas of 
the cerebral cortex such as the posterior parietal cortex. 
From the selection processes, the motor system also 
receives the taskrelated parameters which tell the motor 
system what kind of coordination, feedback control and 
muscles synergies to generate. The motor system includes 
more preliminary organizing function within motor parts 
of the basal ganglia system, the supplementary motor 
area, the premotor cortex and cerebellum, and influences 
muscle activations through the pyramidal and extrapyra
midal systems.130 The pyramidal motor system transmits 
directly from the motor cortex, through upper motor 
neurons within the corticospinal tract. Upper motor 
neurons terminate within the anterior horn of the spinal 
cord mostly on interneurons and to a lesser extent directly 
on lower motor neurons. Lower motor neurons directly 
innervate muscles as motor units. The pyramidal system 
is concerned specifically with discrete voluntary skilled 
movements, such as precise movement of the fingers and 
toes. The more ancient extrapyramidal motor system 
includes all motor tracts other than the corticospinal 
(pyramidal) tract, including parts of the rubrospinal, 
reticulospinal, vestibulospinal and tectospinal tracts. The 
rubrospinal tract, small in humans compared with pri
mates, is responsible for large muscle movement as well 
as fine motor control, and it terminates primarily in the 
cervical spinal cord, suggesting that it functions in upper 
limb but not in lower limb control. The reticulospinal 
tract descends from the reticular formation in two tracts, 
medullary and pontine, to act on the motor neurons sup
plying the trunk and proximal limb muscles. It functions 
to coordinate automatic movements of locomotion and 
posture, facilitate and inhibit voluntary movement and 
influence muscle tone. The vestibulospinal tract origi
nates in the vestibular nuclei, receives additional input 
from the vestibulocerebellum, and projects down to the 
lumbar spinal cord. It helps to control posture by inner
vating extensor muscles in the legs and trunk muscles.130

While the motor system is complex, there is structure 
and organization to the generation of motor output. 
Firstly, while motor output is executed through multiple 
muscles crossing multiple joints, the motor output 
achieves a small number of concurrent goals: thus motor 
output is organized along a small number of synergistic 
patterns of muscle activation related to the small number 
of concurrent task goals.28,131133 There is increasing evi
dence that motor output is constructed from a repertoire 
of motor primitives which are stored in the cortex, brain 
stem and spinal cord for retrieval and use in the genera
tion of movements.19,20,108,132,134137 Secondly, there is tem
poral organization to motor output. Activation of muscles 
proceeds sequentially from proximal reference or stabi
lizing segments to distal segments. This principle is 
observed in the socalled anticipatory postural adjust
ments where, for example, activation of leg and trunk 
muscles precedes activation of arm muscles in reaching 
movements.138140 The ground provides the reference 
or stabilizing segment. During reaching movements 

activation through approximately 700 distinct muscles or 
muscular regions acting across multiple joints.122

As shown in Figure 48, the motor system operates 
through fast and slow feedback loops.22,102,119 The slow, 
intentional feedback loop is characterized by refractori
ness.23,28,121 To reiterate this key point, refractoriness is 
the increased delay in selecting and forming one response 
before the previous selection has been completed.23 
Refractoriness is absent from the fast, automatic feedback 
loop.

The Fast Loop
Much accumulated evidence summarized Pruszynski and 
Scott27 demonstrates the power and sophistication of 
transcortical reflexes which are a class of fast acting 
responses, of latency (~60–120 ms), triggered by inte
grated environmental stimuli including joint rotations, 
visual, cutaneous and vestibular sensations. Pathways 
mediating these responses pass through the cortex and 
are influenced by many brain regions, including the cer
ebellum, posterior parietal cortex and frontal cortex.27 
These responses are modulated by preceding factors, 
including explicit external instructions, the implicit 
behavioural context including the current posture and 
task goals, and by the external environment including the 
direction of the gravitationalacceleration vector and 
location of objects.27 These responses are environmen
tally triggered, without taking consequences into account 
within the feedback loop: they are reflexive in the sense 
of having environmental causality according to previ
ously made choices. These response are coherent with 
environmental stimuli to a frequency of 10 Hz or more.124 
The fast loop corresponds to automated, habitual and 
reflexive control.22,35,102 Although functional, the fast loop 
alone is not adequate to reject disturbance, is highly vari
able and is not fully sustained.125 Fully adequate, accurate 
and sustained control requires the combined operation of 
both fast and slow feedback loops.

The slow loop corresponds to intentional control limited 
to the low bandwidth of 1–2 Hz.13,28,37,121,123,126 Within this 
bandwidth there is flexibility within the feedback loop to 
reselect the control priorities, goals internal and external 
constraints at a maximum rate of two to four times per 
second.15,23,28,37,121,123,127 There is recent evidence that rese
lection and execution of postural goals proceeds as a 
sequential process along a single channel of control.28,121 
The slow loop ensures that control of posture can be 
voluntarily reprogrammed whenever necessary. For 
example, when balance is challenged unexpectedly pre
cipitating a fall, the fast system provides response within 
60–120 ms, and the slow system allows intentional 
response within 180 ms.23,126 When habitual control is 
perceived to have undesirable consequences, habitual 
control can be inhibited and reprogrammed.128 It is 
hypothesized that this slow loop passes through the basal 
ganglia.22,23,28,119 The relative contribution of the slow and 
fast loops is currently a matter of research and debate, 
though evidence is emerging that the slow loop is domi
nant in postural balance as well as visually guided manual 
control.23,28,37,121,129 The hallmark of the slow loop is that 
it explains power within motor output signals coherent 
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eventually symptoms of focal dystonia.146,147 If the biome
chanical loading on bone and soft tissue are inappropri
ate, then wear, tear, compression, stretch, inflammation 
and inappropriate regeneration are likely.148150 These 
consequences are subject to feedback through the 
perception–selection–motorperception feedback loop. 
Feedback acts to cumulatively amplify or diminish con
sequences (symptoms). This process can explain the evo
lution through time of postural problems, fear of falling 
and problems consequent on poor postural control. If the 
individual believes their inappropriate control is the right 
solution (misconception), they increase their inappropri
ate response to worsening symptoms: that provides 
destructive (mathematically positive) feedback. Thus two 
factors determine the progression of symptoms: (a) the 
concept the person has of their own control; and  
(b) whether that control is highly facilitated (automatic) 
or flexible (intentional).128

Within the sensorimotor loop (see Fig. 41), the motor 
and sensory processes proceed automatically. Thus there 
are two possibilities for reeducation leading to improved 
function. First, individuals can be given new information. 
External feedback of postural and motor control can 
provide new input, either verbally, by educative manipu
lation, or using visualaudiohaptic technology.128 Dis
cussion and reformulation of perceptions can generate 
new possibilities for thought and movement. However, if 
postural control is so facilitated that selection proceeds 
automatically before striatal selection processes can inter
vene, then change is unlikely. Hence transfer of control 
from the fast to the slow loop is required to allow postural 
control to reformulate along more constructive lines.143 
This transfer requires training targeted at improving 
inhibition of highly facilitated postural control.128 This 
training may be more effective if it targets areas early in 
the natural temporal kinematic progression of control.

To summarize, restoration of function related to sen
sorimotor integration requires that neurophysiological 
and neuromuscular mechanisms are working, and beyond 
that requires reeducation of the central processes of per
ception and selection which drive postural control.

Acknowledgements

Appreciation is offered for the invaluable and helpful 
feedback of Martin Lakie, Alison Loram and Cornelis 
van de Kamp in improving this chapter.

REFERENCES
1. MacConaill MA, Basmajian JV. Muscles and movements: a basis 

for human kinesiology. New York: Krieger; 1977. p. 400.
2. Loram ID, Maganaris CN, Lakie M. The passive, human calf 

muscles in relation to standing: the nonlinear decrease from short 
range to long range stiffness. J Physiol 2007;584(Pt 2):661–75. 
PubMed PMID: 17823209. Pubmed Central PMCID: 2277155.

3. Kelton IW, Wright RD. The mechanism of easy standing by man. 
Australian journal of experimental biology and medicine 1949;27: 
505. PubMed PMID: 377.

4. Loram ID, Maganaris CN, Lakie M. The passive, human calf 
muscles in relation to standing: the short range stiffness lies in the 
contractile component. J Physiol 2007;584(Pt 2):677–92. PubMed 
PMID: 17823208. Pubmed Central PMCID: 2277144.

5. Basmajian JV, De Luca C. Muscles Alive : Their Functions Revealed 
by Electromyography. Baltimore: Williams & Wilkins; 1985.

78

activation proceeds temporally from the trunk to end of 
the arm.141 The trunk–head axis provides the reference
stabilizing segment. During balance perturbations involv
ing sudden translation of the floor, activation proceeds 
temporally from the leg to the trunk,142 and in this case 
the ground provides the reference or stabilizing segment. 
These observations support the idea that posture is prior 
to movement. Posture is prior to movement both tem
porally and hierarchically in that control of the reference 
segment precedes and sets the boundary conditions for 
control of the end segments. Thus for control of the 
hands, head, vocal organs and internal respiratory muscles 
there is a kinematic basis to the observation143 that control 
of the trunkhead axis is primary. For balance relative to 
the ground, there is a basis in which control of the legs 
is primary.

To summarize (Fig. 48), two levels of mechanism 
work together within a main perception–selection–motor 
feedback loop. The slow system acting through central 
selection and optimization pathways (e.g. basal ganglia, 
premotor and prefrontal cortex, cerebellum) allow online 
sequential planning, selection and temporal inhibition of 
alternative possibilities up to a maximum rate of two to 
four events per second. The fast system acting through 
transcortical, brain stem and spinal pathways allows 
implementation of coordinated habitual, reflexive 
responses to environmental stimuli with a latency as low 
as 50–100 ms according to preselected goals.

PRINCIPLES APPLICABLE FOR 
PHYSIOTHERAPEUTIC PRACTICE

Sensorimotor integration occurs at the level of the whole 
system. While understanding of sensorimotor integra
tion is still evolving, we can consider principles relevant 
to preventing decline and improving function.

Postural control can be considered as a perception–
selection–motor feedback loop (see Fig. 41). Perception 
relevant to postural control integrates prior personal 
experience with sensory information from the eyes, ears, 
proprioception and skin. Prior experience biases sensory 
information: thus postural control is sensitive to expecta
tions including fears of what is required. Furthermore, 
postural control is likely highly facilitated, proceeding 
automatically from environmental stimuli without current 
evaluation of the consequences of the control adopted.

The selected postural control has consequences. For 
example, increased coactivation limits proprioceptive 
sensitivity.41 Reduced quality of position sense will impair 
the translation of higher level movement goals into joint 
based motor commands. Increased joint stiffness limits 
possibilities for adjusting balance such as when required 
to prevent a fall.120,144 Restriction of joint movement 
limits the amount, variability and asynchronicity of infor
mation gained through joint movement, and thus limits 
motor learning including the possibility for learning 
highly differentiated, skilled and economical control.145 
Unvaried, repetitive, synchronous control in which atten
tion is paid to the task is known to cause poor even 
harmful adaptation within the nervous system, including 
reduced differentiation of sensory receptive fields and 

6

ISBN: 9780702051524; PII: B9780702051524.000045; Author: Jull_1524; 00004

p0195

s0070

p0200

p0205

p0210

p0215

p0220

s0075

p0225

Jull_1524_Chapter 4_main.indd   11 12/23/2014   5:06:32 PM

To protect the rights of the author(s) and publisher we inform you that this PDF is an uncorrected proof for internal business use only by the author(s), editor(s), reviewer(s), Elsevier and 
typesetter Toppan Best-set. It is not allowed to publish this proof online or in print. This proof copy is the copyright property of the publisher and is confidential until formal publication.



S

4-12 PART II Advances in Theory and Practice

29. Kok P, Brouwer GJ, van Gerven MAJ, et al. Prior expectations 
bias sensory representations in visual cortex. J Neurosci 2013; 
33(41):16275–84. PubMed PMID: 24107959.

30. Berniker M, Kording K. Bayesian approaches to sensory  
integration for motor control. Wiley Interdisciplinary Reviews
Cognitive Science 2011;2(4):419–28. PubMed PMID: WOS: 
000298176400006.

31. Bays PM, Wolpert DM. Computational principles of sensorimo
tor control that minimise uncertainty and variability. J Physiol 
2007;578(Pt 2):387–96. PubMed PMID: 17008369.

32. Butz MV, Belardinelli A, Ehrenfeld S. Modeling body state
dependant multisensory integration. Cogn Process 2012;13:S113–
16. PubMed PMID: 22806661.

33. Angelaki DE, Gu Y, DeAngelis GC. Visual and vestibular cue 
integration for heading perception in extrastriate visual cortex.  
J Physiol 2011;589(4):825–33. PubMed PMID: 20679353.

34. Fetsch CR, Turner AH, DeAngelis GC, et al. Dynamic Reweight
ing of Visual and Vestibular Cues during SelfMotion Perception. 
J Neurosci 2009;29(49):15601–12. PubMed PMID: 20007484.

35. Cohen MX, Frank MJ. Neurocomputational models of basal 
ganglia function in learning, memory and choice. Behav Brain Res 
2009;199(1):141–56.

36. Houk JC, Bastianen C, Fansler D, et al. Action selection and 
refinement in subcortical loops through basal ganglia and cerebel
lum. Philos Trans R Soc Lond B Biol Sci 2007;362(1485):1573–
83. PubMed PMID: 17428771.

37. van de Kamp C, Gawthrop PJ, Gollee H, et al. Refractoriness in 
Sustained VisuoManual Control: Is the Refractory Duration 
Intrinsic or Does It Depend on External System Properties? PLoS 
Comput Biol 2013;9(1):e1002843.

38. Scott SH. Optimal feedback control and the neural basis of voli
tional motor control. Nat Rev Neurosci 2004;5(7):532–46.

39. Kording KP, Wolpert DM. Probabilistic mechanisms in senso
rimotor control. Novartis Found Symp 2006;270:191–8, discus
sion 198–202, 232–7. PubMed PMID: 16649715.

40. Kording KP, Wolpert DM. Bayesian integration in sensorimo
tor learning. Nature 2004;427(6971):244–7. PubMed PMID: 
14724638.

41. Proske U, Gandevia SC. The proprioceptive senses: their roles in 
signalling body shape, body position and movement, and muscle 
force. Physiol Rev 2012;92(4):1651–97. [Epub 2012/10/18]; 
PubMed PMID: 23073629. eng.

42. Shadmehr R, MussaIvaldi S. Biological learning and control: 
How the brain builds representations, predicts events, and makes 
decisions. Cambridge, MA, USA: MIT Press; 2012.

43. Proske U, Gandevia SC. The kinaesthetic senses. J Physiol 
2009;587(17):4139–46. PubMed PMID: 19581378.

44. van der Kooij H, Jacobs R, Koopman B, et al. An adaptive model 
of sensory integration in a dynamic environment applied to human 
stance control. Biol Cybern 2001;84(2):103–15. PubMed PMID: 
11205347.

45. Stein BE, Stanford TR. Multisensory integration: current issues 
from the perspective of the single neuron. Nat Rev Neurosci 
2008;9(4):255–66. PubMed PMID: 18354398.

46. Carpenter RHS. Neurophysiology. 3rd ed. London: Hodder 
Arnold; 1995.

47. Paulus WM, Straube A, Brandt T. Visual stabilisation of posture 
– physiological stimulus characteristics and clinical aspects. Brain 
1984;107(DEC):1143–63. PubMed PMID: 6509312.

48. Peterka RJ, Benolken MS. Role of somatosensory and vestibular 
cues in attenuating visually induced human postural sway. Exp 
Brain Res 1995;105(1):101–10. PubMed PMID: 7589307.

49. Paulus W, Straube A, Brandt TH. Visual postural performance 
after loss of somatosensory and vestibular function. J Neurol Neu
rosurg Psychiatry 1987;50(11):1542–5. PubMed PMID: 3501001.

50. Foster EC, Sveistrup H, Woollacott MH. Transitions in visual 
proprioception: A crosssectional developmental study of the 
effect of visual flow on postural control. J Mot Behav 1996; 
28(2):101–12. PubMed PMID: 12529212.

51. Lee D, Aronson E. Visual proprioceptive control of stand
ing in human infants. Percept Psychophys 1974;15(3):529–32. 
English.

52. Paulus W, Straube A, Krafczyk S, et al. Differentialeffects of 
retinal target displacement, changing size and changing disparity 
in the control of anterior posterior and lateral body sway. Exp 
Brain Res 1989;78(2):243–52. PubMed PMID: 2599035.

1213

14

6. Di Giulio I, Maganaris CN, Baltzopoulos V, et al. The proprio
ceptive and agonist roles of gastrocnemius, soleus and tibialis 
anterior muscles in maintaining human upright posture. J Physiol 
2009;587(Pt 10):2399–416. PubMed PMID: 19289550. Pubmed 
Central PMCID: 2697307.

7. Loram ID, Maganaris CN, Lakie M. Active, nonspringlike 
muscle movements in human postural sway: how might paradoxi
cal changes in muscle length be produced? J Physiol 2005;564 
(Pt 1):281–93. PubMed PMID: 15661825. Pubmed Central 
PMCID: 1456051.

8. Loram ID, Lakie M. Direct measurement of human ankle stiffness 
during quiet standing: the intrinsic mechanical stiffness is insuf
ficient for stability. J Physiol 2002;545(Pt 3):1041–53. PubMed 
PMID: 12482906. Pubmed Central PMCID: 2290720.

9. Kiemel T, Zhang Y, Jeka JJ. Identification of neural feedback for 
upright stance in humans: Stabilisation rather than sway minimi
zation. J Neurosci 2011;31(42):15144–53. PubMed PMID: 
22178153.

10. Kiemel T, Elahi AJ, Jeka JJ. Identification of the plant for upright 
stance in humans: multiple movement patterns from a single 
neural strategy. J Neurophysiol 2008;100(6):3394–406. PubMed 
PMID: 18829854.

11. Casadio M, Morasso PG, Sanguineti V. Direct measurement of 
ankle stiffness during quiet standing: implications for control 
modelling and clinical application. Gait Posture 2005;21(4):410. 
PubMed PMID: 15886131.

12. Magnus R. Der Korperstellung. Berlin: Springer; 1924.
13. Peterka RJ. Sensorimotor integration in human postural control. 

J Neurophysiol 2002;88(3):1097. PubMed PMID: 12205132.
14. Loram ID. Mechanisms for human balancing of an inverted pen

dulum using the ankle strategy [PhD]. University of Birmingham; 
2003.

15. Loram ID, Lakie M. Human balancing of an inverted pendulum: 
position control by small, ballisticlike, throw and catch move
ments. J Physiol 2002;540(Pt 3):1111–24. PubMed PMID: 
11986396. Pubmed Central PMCID: 2290269.

16. Asai Y, Tasaka Y, Nomura K, et al. A Model of Postural Control 
in Quiet Standing: Robust Compensation of DelayInduced Insta
bility Using Intermittent Activation of Feedback Control. PLoS 
ONE 2009;4(7):PubMed PMID: 19584944.

17. Ronco E, Arsan T, Gawthrop PJ. Openloop intermittent feed
back control: Practical continuoustime GPC. IEE Proceedings 
DControl Theory and Applications 1999;146(5):426–34. PubMed 
PMID: 1517.

18. Roh J, Cheung VCK, Bizzi E. Modules in the brain stem  
and spinal cord underlying motor behaviors. J Neurophysiol 
2011;106(3):1363–78. PubMed PMID: 21653716.

19. Flash T, Hochner B. Motor primitives in vertebrates and inverte
brates. Curr Opin Neurobiol 2005;15(6):660–6. PubMed PMID: 
16275056.

20. Hardwick RM, Rottschy C, Miall RC, et al. A quantitative meta
analysis and review of motor learning in the human brain. Neu
roimage 2013;67:283–97. PubMed PMID: 23194819. English.

21. Bernstein NA, Latash LL, Turvey MT. On Dexterity and its devel
opment. Mahwah: New Jersey Lawrence Erlbaum Associates; 
1996. p. 3.

22. Frank MJ. Computational models of motivated action selection in 
corticostriatal circuits. Curr Opin Neurobiol 2011;21(3):381–6. 
PubMed PMID: 21498067.

23. Loram I, van de Kamp C, Gollee H, et al. The serial ballistic 
hypothesis: new evidence for intermittent control in man. Exerc 
Sport Sci Rev 2014; invited ms currently under review.

24. Gawthrop P, Loram I, Lakie M, et al. Intermittent control: a 
computational theory of human control. Biol Cybern 2011;104 
(1–2):31–51. PubMed PMID: WOS:000287851400003.

25. Sherrington CS. Integrative action of the nervous system. Cam
bridge: Cambridge University Press; 1947.

26. Sherrington CS. Integrative action of the nervous system. London: 
Constable; 1906.

27. Pruszynski JA, Scott SH. Optimal feedback control and the long
latency stretch response. Exp Brain Res 2012;218(3):341–59. 
PubMed PMID: 22370742.

28. Van De Kamp C, Gawthrop P, Gollee H, et al. Interfacing sensory 
input with motor output: does the control architecture converge 
to a serial process along a single channel? Front Comput Neurosci 
2013;7:[2013May9]; English.

910

11

ISBN: 9780702051524; PII: B9780702051524.000045; Author: Jull_1524; 00004

Jull_1524_Chapter 4_main.indd   12 12/23/2014   5:06:32 PM

To protect the rights of the author(s) and publisher we inform you that this PDF is an uncorrected proof for internal business use only by the author(s), editor(s), reviewer(s), Elsevier and 
typesetter Toppan Best-set. It is not allowed to publish this proof online or in print. This proof copy is the copyright property of the publisher and is confidential until formal publication.



S

 4 Postural Control and Sensorimotor Integration 4-13

77. Capaday C, Darling WG, Stanek K, et al. Pointing to oneself: 
active versus passive proprioception revisited and implications  
for internal models of motor system function. Exp Brain Res 
2013;229(2):171–80. PubMed PMID: 23756602.

78. Sainburg RL, Ghilardi MF, Poizner H, et al. Control of limb 
dynamics in normal subjects and patients without proprioception. 
J Neurophysiol 1995;73(2):820–35. PubMed PMID: 7760137.

79. Riemann BL, Lephart SM. The sensorimotor system, part I: The 
physiologic basis of functional joint stability. J Athl Train 2002; 
37(1):71–9. PubMed PMID: 16558670.

80. Mergner T. A neurological view on reactive human stance control. 
Annual Reviews in Control 2010;34(2):177–98. PubMed PMID: 
WOS:000285491500001.

81. Mergner T, Maurer C, Peterka RJ. A multisensory posture control 
model of human upright stance. In: Prablanc C, Pelisson D,  
Rossetti Y, editors. Neural Control of Space Coding and Action 
Production. Progress in Brain Research. 1422003. ••. p. 189–99.

82. Loram ID, Maganaris CN, Lakie M. Paradoxical muscle move
ment during postural control. Med Sci Sports Exerc 2009; 
41(1):198–204. PubMed PMID: 19092688.

83. Loram ID, Maganaris CN, Lakie M. Paradoxical muscle move
ment in human standing. J Physiol 2004;556(Pt 3):683–9. PubMed 
PMID: 15047776. Pubmed Central PMCID: 1664994.

84. Lakie M, Walsh EG, Wright GW. Resonance at the wrist dem
onstrated by the use of a torque motor: an instrumental analysis 
of muscle tone in man. J Physiol 1984;353:265–85. PubMed 
PMID: 6481624.

85. Lakie M, Vernooij CA, Osborne TM, et al. The resonant compo
nent of human physiological hand tremor is altered by slow vol
untary movements. J Physiol 2012;590(10):2471–83. PubMed 
PMID: 22431335.

86. Wise AK, Gregory JE, Proske U. The responses of muscle spin
dles to small, slow movements in passive muscle and during fusi
motor activity. Brain Res 1999;821(1):87–94. [Epub 1999/03/05]; 
PubMed PMID: 10064791. eng.

87. Kersten D, Mamassian P, Yuille A. Object perception as Bayesian 
inference. Annu Rev Psychol 2004;55:271–304. PubMed PMID: 
14744217. English.

88. Helmholtz H. Handbuch der physiologischen optik. Leipzig: L. 
Voss; 1867.

89. Bays PM, Wolpert DM, Flanagan JR. Perception of the conse
quences of selfaction is temporally tuned and event driven. Curr 
Biol 2005;15(12):1125–8. PubMed PMID: 15964278.

90. Tong F, Meng M, Blake R. Neural bases of binocular rivalry. 
Trends Cogn Sci 2006;10(11):502–11. PubMed PMID: 16997612.

91. Murray SO, Boyaci H, Kersten D. The representation of per
ceived angular size in human primary visual cortex. Nat Neurosci 
2006;9(3):429–34. PubMed PMID: 16462737.

92. Adkin AL, Frank JS, Carpenter MG, et al. Fear of failing modifies 
anticipatory postural control. Exp Brain Res 2002;143(2):160. 
PubMed PMID: 11880892.

93. Carpenter MG, Frank JS, Silcher CP. Surface height effects on 
postural control: a hypothesis for a stiffness strategy for stance.  
J Vestib Res 1999;9(4):277. PubMed PMID: 10472040.

94. Osler CJ, Tersteeg MCA, Reynolds RF, et al. Postural threat dif
ferentially affects the feedforward and feedback components of the 
vestibularevoked balance response. Eur J Neurosci 2013;38(8): 
3239–47.

95. Tersteeg MCA, MarpleHorvat DE, Loram ID. Cautious gait in 
relation to knowledge and vision of height: is altered visual  
information the dominant influence? J Neurophysiol 2012; 
107(10):2686–91. PubMed PMID: 22378173.

96. Carpenter MG, Frank JS, Silcher CP, et al. The influence of 
postural threat on the control of upright stance. Exp Brain Res 
2001;138(2):210. PubMed PMID: 11417462.

97. Stefanucci JK, Proffitt DR. The Roles of Altitude and Fear in the 
Perception of Height. J Exp Psychol Hum Percept Perform 
2009;35(2):424–38. PubMed PMID: 19331498.

98. Clerkin EM, Cody MW, Stefanucci JK, et al. Imagery and fear 
influence height perception. J Anxiety Disord 2009;23(3):381–6. 
PubMed PMID: 19162437.

99. Stefanucci JK, Storbeck J. Don’t Look Down: Emotional Arousal 
Elevates Height Perception. J Exp Psychol Gen 2009;138(1):131–
45. PubMed PMID: 19203173.

100. Tersteeg M. Locomotion and stance at height [PhD]. Manchester: 
Manchester Metropolitan University; 2012.

1516

17

53. Paulus WM, Straube A, Brandt T. Visual stabilisation of posture: 
physiological stimulus characteristics and clinical aspects. Brain 
1984;107:1143. PubMed PMID: 6509312.

54. Graziano MSA. Where is my arm? The relative role of vision and 
proprioception in the neuronal representation of limb position. 
Proc Natl Acad Sci U S A 1999;96(18):10418–21. PubMed PMID: 
10468623.

55. Sober SJ, Sabes PN. Multisensory integration during motor plan
ning. J Neurosci 2003;23(18):6982–92. PubMed PMID: 12904459.

56. Fitzpatrick R, McCloskey DI. Proprioceptive, visual and vestibu
lar thresholds for the perception of sway during standing in 
humans. J Physiol 1994;478(Pt 1):173. PubMed PMID: 7965833.

57. Cathers I, Day BL, Fitzpatrick RC. Otolith and canal reflexes in 
human standing. J Physiol 2005;563(1):229. PubMed PMID: 
15618274.

58. Fitzpatrick RC, Day BL. Probing the human vestibular system 
with galvanic stimulation. J Appl Physiol 2004;96(6):2301. 
PubMed PMID: 15133017.

59. Wardman DL, Taylor JL, Fitzpatrick RC. Effects of galvanic ves
tibular stimulation on human posture and perception while stand
ing. J Physiol 2003;551(3):1033. PubMed PMID: 12865505.

60. Day BL, Cole J. Vestibularevoked postural responses in the 
absence of somatosensory information. Brain 2002;125:2081–8. 
PubMed PMID: 12183353.

61. Creath R, Kiemel T, Horak F, et al. The role of vestibular and 
somatosensory systems in intersegmental control of upright 
stance. J Vestib Res 2008;18(1):39–49. PubMed PMID: 18776597.

62. Buchanan JJ, Horak FB. Vestibular loss disrupts control of head 
and trunk on a sinusoidally moving platform. J Vestib Res 
2001;11(6):371. PubMed PMID: 12446963.

63. Allum JH, Honegger F, Schicks H. The influence of a bilateral 
peripheral vestibular deficit on postural synergies. J Vestib Res 
1994;4(1):49–70. PubMed PMID: MEDLINE:8186863.

64. Black FO, Wade SW, Nashner LM. What is the minimal vestibu
lar function required for compensation? Am J Otol 1996;17(3):401. 
PubMed PMID: 8817017.

65. Cole J. Pride and a Daily Marathon The MIT press. 1995.
66. Cole JD, Sedgwick EM. The perceptions of force and of move

ment in a man without large myelinated sensory afferents below 
the neck. J Physiol 1992;449:503–15. PubMed PMID: 1522522.

67. Kavounoudias A, Gilhodes JC, Roll R, et al. From balance regula
tion to body orientation: two goals for muscle proprioceptive 
information processing? Exp Brain Res 1999;124(1):80–8. PubMed 
PMID: 9928792.

68. Roll R, Velay JL, Roll JP. Eye and neck proprioceptive messages 
contribute to the spatial coding of retinal input in visually oriented 
activities. Exp Brain Res 1991;85(2):423–31. PubMed PMID: 
1893990.

69. Karnath HO. Subjective body orientation in neglect and the inter
active contribution of neck muscle proprioception and vestibular 
stimulation. Brain 1994;117:1001–12. PubMed PMID: 7953584.

70. Armstrong B, McNair P, Taylor D. Head and neck position sense. 
Sports Med 2008;38(2):101–17. [Epub 2008/01/19]; PubMed 
PMID: 18201114. eng.

71. Ivanenko YP, Grasso R, Lacquaniti F. Effect of gaze on postural 
responses to neck proprioceptive and vestibular stimulation in 
humans (vol 519, pg 301, 1999). J Physiol 1999;519(3):923. 
PubMed PMID: 10432359.

72. Taylor JL, McCloskey DI. Proprioception in the neck. Exp Brain 
Res 1988;70(2):351–60. [Epub 1988/01/01]; PubMed PMID: 
3384037. eng.

73. Karnath HO, Sievering D, Fetter M. The interactive contribution 
of neck muscle proprioception and vestibular stimulation to  
subjective straight ahead orientation in man. Exp Brain Res 
1994;101(1):140–6. PubMed PMID: 7843292.

74. Loram ID, Lakie M, Di Giulio I, et al. The consequences of short
range stiffness and fluctuating muscle activity for proprioception 
of postural joint rotations: the relevance to human standing.  
J Neurophysiol 2009;102(1):460–74. PubMed PMID: 19420127.

75. Voss H. [Tabulation of the absolute and relative muscular spindle 
numbers in human skeletal musculature]. Anat Anz 1971;129(5): 
562–72. PubMed PMID: 4260484. Tabelle der abosluten und rela
tiven Muskelspindelzahlen der menschlichen Skelettmuskulatur.

76. Kavounoudias A, Roll R, Roll JP. Foot sole and ankle muscle 
inputs contribute jointly to human erect posture regulation.  
J Physiol 2001;532(3):869. PubMed PMID: 11313452.

ISBN: 9780702051524; PII: B9780702051524.000045; Author: Jull_1524; 00004

Jull_1524_Chapter 4_main.indd   13 12/23/2014   5:06:32 PM

To protect the rights of the author(s) and publisher we inform you that this PDF is an uncorrected proof for internal business use only by the author(s), editor(s), reviewer(s), Elsevier and 
typesetter Toppan Best-set. It is not allowed to publish this proof online or in print. This proof copy is the copyright property of the publisher and is confidential until formal publication.



S

4-14 PART II Advances in Theory and Practice

126. Loram ID, Lakie M, Gawthrop PJ. Visual control of stable and 
unstable loads: what is the feedback delay and extent of linear 
timeinvariant control? J Physiol 2009;587(Pt 6):1343–65. 
PubMed PMID: 19171654. Pubmed Central PMCID: 2675002.

127. Loram ID, Maganaris CN, Lakie M. Human postural sway results 
from frequent, ballistic bias impulses by soleus and gastrocnemius. 
J Physiol 2005;564(Pt 1):295–311. PubMed PMID: 15661824. 
Pubmed Central PMCID: 1456055.

128. Loram A. A scientific investigation into violin playing: diagnosis 
of musculokinematic coordination patterns and methodology for 
reducing interference with performance [MSc Dissertation]. 
London: UCL/MMU; 2013.

129. Loram ID, van de Kamp C, Gollee H, et al. Identification of 
intermittent control in man and machine. J R Soc Interface 
2012;9(74):2070–84. PubMed PMID: 22491973.

130. Kandel E, Schwartz J, Jessell T. Principles of Neural Science. 4th 
ed. New York: McGrawHill; 2000.

131. Castelo Oliveira AS, Gizzi L, Kersting UG, et al. Modular organi
sation of balance control following perturbations during walking. 
J Neurophysiol 2012;108(7):1895–906. PubMed PMID: 22773783.

132. Delis I, Chiovetto E, Berret B. On the Origins of Modularity in 
Motor Control. J Neurosci 2010;30(22):7451–2. PubMed PMID: 
20519519.

133. Latash ML. Motor Synergies and the EquilibriumPoint  
Hypothesis. Motor Control 2010;14(3):294–322. PubMed PMID: 
20702893.

134. Hart CB, Giszter SF. A Neural Basis for Motor Primitives in the 
Spinal Cord. J Neurosci 2010;30(4):1322–36. PubMed PMID: 
20107059.

135. Lockhart DB, Ting LH. Optimal sensorimotor transformations 
for balance. Nat Neurosci 2007;10(10):1329–36. PubMed PMID: 
17873869.

136. Chvatal SA, Macpherson JM, TorresOviedo G, et al. Absence of 
postural muscle synergies for balance after spinal cord transection. 
J Neurophysiol 2013;110(6):1301–10. PubMed PMID: 23803327.

137. Bizzi E, Cheung VC. The neural origin of muscle synergies. Front 
Comput Neurosci 2013;7:[2013April29]; English.

138. Belen’kii VE, Gurfinkel VS. Pal’tsev EI. [Control elements  
of voluntary movements]. Biofizika 1967;12(1):135–41. Pub 
Med PMID: 5623488. Ob elementakh upravleniia proizvol’nymi 
dvizheniiami.

139. Krishnan V, Aruin AS, Latash ML. Two stages and three compo
nents of the postural preparation to action. Exp Brain Res 
2011;212(1):47–63. PubMed PMID: 21537967.

140. Ahmed AA, Wolpert DM. Transfer of dynamic learning across 
postures. J Neurophysiol 2009;102(5):2816–24. PubMed PMID: 
19710374.

141. Vandenberghe A, Bosmans L, De Schutter J, et al. Quantifying 
individual muscle contribution to threedimensional reaching 
tasks. Gait Posture 2012;35(4):579–84. PubMed PMID: 22410130.

142. Horak FB, Nashner LM. Central Programming of Postural 
Movements – Adaptation to Altered SupportSurface Configura
tions. J Neurophysiol 1986;55(6):1369. PubMed PMID: 3734861.

143. Door B. Towards perfect posture. London. Orion 2003;155.
144. Loram I, editor. Control Strategy in posturalmanual interactions: 

is the priotiy posture or configuration? Natal, Brazil: ISB; 2013.
145. Seidler RD. Neural Correlates of Motor Learning, Transfer of 

Learning, and Learning to Learn. Exerc Sport Sci Rev 2010; 
38(1):3–9. doi:10.1097/JES.0b013e3181c5cce7.

146. Blake DT, Byl NN, Cheung S, et al. Sensory representation 
abnormalities that parallel focal hand dystonia in a primate  
model. Somatosens Mot Res 2002;19(4):347–57. PubMed PMID: 
12590836.

147. Byl NN, Merzenich MM, Jenkins WM. A primate genesis model 
of focal dystonia and repetitive strain injury: I. Learninginduced 
dedifferentiation of the representation of the hand in the primary 
somatosensory cortex in adult monkeys. Neurology 1996;47(2):508–
20. [Epub 1996/08/01]; PubMed PMID: 8757029. eng.

148. Cailliet R. Cailliet R, editor. Soft tissue pain and disability. 3rd ed. 
Philadelphia: Davis; 1996.

149. Cailliet R. Cailliet R, editor. Neck and arm pain. 3rd ed. Phila
delphia: FA Davis Company; 1991.

150. Cailliet R. Low back pain syndrome. 4th ed. Philadelphia: 
F.A.Davis Company; 1988. p. 34.

101. Guerraz M, Day BL. Expectation and the vestibular control of 
balance. J Cognit Neurosci 2005;17(3):463–9. PubMed PMID: 
15814005.

102. Yin HH, Knowlton BJ. The role of the basal ganglia in habit 
formation. Nat Rev Neurosci 2006;7(6):464–76.

103. Redgrave P, Prescott TJ, Gurney K. The basal ganglia: 
a vertebrate solution to the selection problem? Neurosci
ence 1999;89(4):1009–23. [Epub 1999/06/11]; PubMed PMID: 
10362291. eng.

104. Brembs B. Towards a scientific concept of free will as a biological 
trait: spontaneous actions and decisionmaking in invertebrates. 
Proceedings of the Royal Society B: Biological Sciences 2010;[2010 
December 15].

105. Balazsi G, van Oudenaarden A, Collins JJ. Cellular decision 
making and biological noise: from microbes to mammals.  
Cell 2011;144(6):910–25. [Epub 2011/03/19]; PubMed PMID: 
21414483. Pubmed Central PMCID: PMC3068611, eng.

106. Cisek P, Kalaska JF. Neural correlates of reaching decisions in 
dorsal premotor cortex: Specification of multiple direction choices 
and final selection of action. Neuron 2005;45(5):801–14. PubMed 
PMID: 15748854.

107. Cisek P. Integrated neural processes for defining potential actions 
and deciding between them: A computational model. J Neurosci 
2006;26(38):9761–70. PubMed PMID: 16988047.

108. Rizzolatti G, Luppino G. The cortical motor system. Neuron 
2001;31(6):889–901. PubMed PMID: 11580891.

109. Redgrave P. Basal ganglia. J Scholarpedia 2007;2(6):1825.
110. Voorn P, Vanderschuren L, Groenewegen HJ, et al. Putting a spin 

on the dorsalventral divide of the striatum. Trends Neurosci 
2004;27(8):468–74. PubMed PMID: 15271494.

111. Haber SN, Fudge JL, McFarland NR. Striatonigrostriatal path
ways in primates form an ascending spiral from the shell to the 
dorsolateral striatum. J Neurosci 2000;20(6):2369–82. PubMed 
PMID: 10704511.

112. Mink JW. The basal ganglia: focused selection and inhibition of 
competing motor programs. Prog Neurobiol 1996;50(4):381–425. 
[Epub 1996/11/01]; PubMed PMID: 9004351. eng.

113. Jiang YH, Kanwisher N. Common neural substrates for response 
selection across modalities and mapping paradigms. J Cognit  
Neurosci 2003;15(8):1080–94. PubMed PMID: 14709228.

114. Dux PE, Ivanoff J, Asplund CL, et al. Isolation of a central bottle
neck of information processing with timeresolved fMRI. Neuron 
2006;52(6):1109–20. PubMed PMID: 17178412.

115. Houk J. Models of basal ganglia. Scholarpedia 2007;2(10):1633.
116. Beiser DG, Hua SE, Houk JC. Network models of the basal 

ganglia. Curr Opin Neurobiol 1997;7(2):185–90. PubMed PMID: 
9142759.

117. Frank MJ. Dynamic Dopamine Modulation in the Basal Ganglia: 
A Neurocomputational Account of Cognitive Deficits in Medi
cated and Nonmedicated Parkinsonism. J Cognit Neurosci 2005; 
17(1):51–72. [2005/01/01].

118. Frank MJ, Claus ED. Anatomy of a decision: Striatoorbitofrontal 
interactions in reinforcement learning, decision making, and 
reversal. Psychol Rev 2006;113(2):300–26. PubMed PMID: 
16637763.

119. Ashby FG, Ennis JM, Spiering BJ. A neurobiological theory of 
automaticity in perceptual categorisation. Psychol Rev 2007; 
114(3):632–56. PubMed PMID: 17638499.

120. Di Giulio I, Baltzopoulos V, Managanaris CN, et al. Human 
standing: does the control strategy preprogram a rigid knee?  
J Appl Physiol 2013;2013.

121. Van de Kamp C, Gawthrop P, Gollee H, et al., editors. Refractori
ness in a wholebody human balance task. Trondheim, Norway: 
ISPGR; 2012.

122. Tortora, Gerard, Grabowski. Principles of Anatomy and Physiol
ogy. Harper Collins College Publishers; 1996.

123. Loram ID, Gollee H, Lakie M, et al. Human control of  
an inverted pendulum: Is continuous control necessary? Is inter
mittent control effective? Is intermittent control physiological?  
J Physiol 2011;589(2):307–24. PubMed PMID: 21098004.

124. Evans CM, Fellows SJ, Rack PM, et al. Response of the normal 
human ankle joint to imposed sinusoidal movements. J Physiol 
1983;344(1):483. PubMed PMID: 6655591.

125. Marsden CD, Merton PA, Morton HB, et al. Reliability and effi
cacy of the longlatency stretch reflex in the human thumb.  
J Physiol 1981;316( JUL):47–60. PubMed PMID: 7320877.

ISBN: 9780702051524; PII: B9780702051524.000045; Author: Jull_1524; 00004

Jull_1524_Chapter 4_main.indd   14 12/23/2014   5:06:32 PM

To protect the rights of the author(s) and publisher we inform you that this PDF is an uncorrected proof for internal business use only by the author(s), editor(s), reviewer(s), Elsevier and 
typesetter Toppan Best-set. It is not allowed to publish this proof online or in print. This proof copy is the copyright property of the publisher and is confidential until formal publication.




